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OBILIASA XAPAKTEPUCTHUKA PABOTDI

AKTYaJIbHOCTH NIP00JIeMbl

W3BecTHO, 4TO IJI1 MUTOXOHJPUAIBHOTO T'€HOMAa PAcTEHUIl XapakTepHa YAMBHUTEIbHO
BBICOKAs, B CpaBHEHUU C JPYTMMHU TI€HOMaMHM, 4YacToTa COOBITUH TOPU3OHTAIBHOTO U
BHYTPHKJIETOUHOTO mnepeHocoB (Sanchez-Puerta, 2014). Bricoka BepOsSTHOCTH TOTO, YTO Ha
CTPYKTYpPY U JUHAMHKY MUTOXOHAPUAIBHOI'O T€HOMA PAaCTEHUI 3HAUUTEIbHOE BIUSHUE MOKET
OKa3blBaTh HAJIMYME Y MUTOXOHJPUN HMPUPOJHON KOMIIETEHTHOCTU — CIOCOOHOCTH MOIJIOLIATh
JHK u3 oxpyxkatomei cpenbl. OTOT (pEeHOMEH NMepBOHAYAIBHO ObLT MPOJEMOHCTPUPOBAH IS
pacrenwuii (Koulintchenko et al., 2003; Konstantinov et al., 2016), Ho B nanbHelieM ObUT ONMKUCaH
u s mutoxouapuit miekonuraronmx (Koulintchenko et al., 2006) u apoxokeii (Weber-Lotfi et
al., 2009). Muroxonapuu Takxe umnoprupyiot PHK, rimaBusiM o6pazom TPHK.

B otiimune ot mmnopra 6enxoB 1 TPHK, 6nonoruueckast posib 1 MOJIEKYISAPHBIA MEXaHU3M
umnopra JIHK B MUTOXOHIpUHU 10 CUX MOP OCTAIOTCA HEAOCTATOYHO M3y4eHHbIMU. CoryiacHO
6onee panauMm uccienoanusam (Koulintchenko et al., 2003; Delage et al., 2003; Weber-Lotfi et
al., 2009) ocuoBubiM kananom umnopta JJHK u TPHK B MUTOXOHIpHHM pacTeHHil Ha ypOBHE
BHemHell MmemOpanb! sBisiercss VDAC. B nanpHeiimux uccnenoBanusax ummnoprta TPHK Obuto
II0Ka3aHo, YTO y PaCTEHUI B 3TOT MPOLIECC BOBJIECUEHbI TAKXKE U KOMIIOHEHTHI anmapara UMIopra
oenkor (Campo et al., 2017; Verechshagina et al., 2018). IIporeoMHbIi aHaIM3 W3MEHCHHUS
MHTEHCUBHOCTH (uIyopecleHIIMH MedeHbIXx OenkoB B mpucyrctBuu JIHK, mo3Boimin BbIABUTH
HECKOJIbKO MEMOpaHHBIX O€JIKOB, 00JajaloluX MOTEHIMAIbHON CIIOCOOHOCTHIO K YYacTHIO B
umnopre JTHK B mutoxonapuu apadbumoncuca (Weber-Lotfi et al., 2015). Oaun u3 5Tix O€IKOB,
npeamecTBeHHUK P-cyOobenuuunsl AT®-cuHTa3pl, Ha YpPOBHE BHEIIHEH MeMOpaHBI MOXKET
B3anmojeiictBoBatk ¢ VDAC B mponecce cpsasbiBanus JHK; npyroit Genok, cyObenuHuia
komriekca I, CUBP, B0O3MOXHO, BBINOJHSET PEHENTOPHYIO (YHKIHIO B MEKMEMOpaHHOM
npoctpanctee (Weber-Lotfi et al., 2015). Tlepenoc IHK uepe3 BHyTpeHHIOIO MeMOpaHy B
MaTpPUKC OCTAETCs] MAJIOU3YUYEHHBIM M MOKET IPOUCXOAUTH B PACTEHUSAX U Y MIEKOMMUTAIOIINX C
y4acTHEM Pa3IMYHBIX MEXaHHW3MOB: MHIMOUTOpPHI OeliKa-MepeHOoCYrKa BHYTPEHHEH MeMOpaHBbI
aJICHUHHYKJIEOTUATpaHCI0Ka3bl OnokupyroT umnopt JIHK B pacTeHusix, HO He B MUTOXOHJPUSIX
miekonutarorux (Koulintchenko et al., 2006).

B uccnenosanuu (Weber-Lotfi et al., 2015) Obutu mpeacTaBieHbl JaHHBIE O CIOKHOM
xapaktepe B3aumozerncaus copmectHoro nmmnopra J{HK paznoit jmunst u TPHK, ykasbeiBas Ha To,
yto Tpa”cnopT JHK B MUTOXOHApHH pacTeHHI MOKET MPOUCXOINUTH OCPEACTBOM HECKOJIBKHUX
QIbTEPHATUBHBIX MEXAaHU3MOB, IMPH YYaCTHMM pPa3HOOOpa3HBIX OEJIKOBBIX KOMIIJIEKCOB. MBI
nosiaraeM, 4yto nepesoc JIHK B MUTOXOHApPUU MPOUCXOAUT Yepe3 3Tallbl PELENIUU MOJIEKYJIbI
HYKJICMHOBOM KHCJIOTHI MMOBEPXHOCTHBIMH O€JIKaMH BHEIIHEH MUTOXOHPUAIbHOW MeMOpaHbl U
ee MocJeAyIolel TpaHCIOKalluH Yyepe3 OEeIKOBbIN KaHall WK OpY B ABOKHHOI MeMOpane. Mcxons
U3 IPEIIOJIOKEHN 0 ToM, 4To TpaHcnopT JJHK B MUTOXOHIpHM IPOMCXOAUT NOCPEACTBOM HE
OJIHOTO, a HECKOJIbKUX MEMOpaHHBIX KaHajlOB, ATOT MPOIECC MOXKET HUMETh CIOXKHYIO
KUHETHUYECKYIO 3aBUCUMOCTh CyOCTpaT-0€IKOBOr0 B3aUMOICHCTBUSI.

Kpome Toro, B Hacrosiiiee BpeMsi XOpOILIO U3BECTHO, YTO MHUTOXOHJIPUHU MPEICTABISIOT
cOOOH TeTEepOreHHYI0 MOIMYJSALHUI0 KIETOUHBIX OpraHeiul, T.e. CYIIECTBYET UX CTPYKTypHas U
(GYHKIIMOHATIbHAS. HEOTHOPOJIHOCTh B PACTHTENBLHON WK )HUBOTHOW Kietke (Lund et al., 1958;
Bain et al., 1964; Berl and Clarke, 1969; Solomos et al., 1972; Malhotra and Spencer, 1973;
bensxosuy, 1990; Dai et al., 1998; Logan et al., 2001; IlIummakos u ap., 2004; Logan, 2006;
Howell et al., 2006; Petrussa et al., 2008; berynoa u Bekmmn, 2015). K xpurepusim paznuuuns
CyOonomyisiiiii MUTOXOHIPHUHM OTHOCST (PU3HUOJIOTUYECKOE COCTOSIHHE, (EepMEHTAaTUBHYIO
aKTUBHOCTb, MHUTOXOHJAPHAIBHBIA TpaHcMeMOpaHHbI morteHuuan (A¥Ym), KonuifHOCTB
mutoxoHapuanbHol JIHK, a Takke uMmopT 6€1KoB, )KU3HEHHO HEOOXOIUMBIX I HOPMAJILHOTO
(byHKIMOHMPOBaHUS opraHesbl. OQHAaKO, HUKAKUX JaHHBIX O CBs3U mporecca umnopra JJHK B
MHUTOXOH/IPUM C TE€TEPOr€HHOCThI0 MHUTOXOHJPHAIBHON MONYJSIIMKM B HACTOSIEE BpeMs He
CYILECTBYET.



Baxxno ormeTuts, 4Tro Bee uccienoanus ummnopra JHK B MUTOXOHApUM KMBOTHBIX U
pacTeHH, MPOBOAMBIIMECS JO HACTOSILErO0 BPEMEHH, OCYILECTBISUINCH HAa YPOBHE
W30JIMPOBAHHBIX MUTOXOHIPHH. [0 HAcTOAIEro MOMEHTa OCTAeTCsl HEACHBIM, IPOUCXOMUT JIU
UMIIOPT Ha YPOBHE LIEJBIX KICTOK U COXPAHSIOTCS JiK IN VIVO 3aKOHOMEPHOCTH 3TOTO Tpolecca,
npoJeMOHCTpUpoBaHHble panee iN organello. Pa3paboTka cucTembl, MO3BOJSIOMICH H3ydaTh
MexaHu3Mbl nepenoca Mosiekya JHK u3 nuronnazmMel B MUTOXOHIPUAIBbHBIA MATPUKC B LEJIBIX
KJIETKaX, IOMUMO (pyHIaMEHTaIbHON 3HAYMMOCTH, MOXET IOCIYKUTh OTIPABHOM TOYKOHM Jis
OCYIIECTBIICHUSI TpaHC(HOPMALUA MT-TEHOMA BBICIIMX PACTEHUH, YpPE3BBIUAHHO BAXKHOW M, HA
HACTOALMI MOMEHT, HEPEIIEHHOM 3a1a4u.

Hcxons u3 BeILIECKA3aHHOT O, Uelb HACHM oAU el padombl — IIPOBECTU UCCIIEI0OBAHUE POJIU
(bakTopoB, O€NKOBOM M HEOEIKOBOM NPUPOABI, OKAa3bIBAIOIIMX BIMSHUE HA OPraHU3ALUI0
TPAHCIIOPTHOM CUCTEMBI PACTUTENBHBIX MUTOXOHApuM, B mMmnopre JHK pasznoit mmmnsl. s
JOCTH>KEHUS IIOCTABJICHHOM 1ieM ObUIM C(OPMYIMPOBAHBI CIEYIOLINE 3a0auu.

1. PazpaboTaTh KOMITJIEKCHBIH 1OIXO0/], MO3BOJSIOMINN U3y4yaTh npouecc uMmopta JJHK B
muToxoHapuu in organello u in Vvivo (¢ uCmONB30BaHHEM CHCTEMBI TpaHC(hOpMAaIHU
npororactos A. thaliana).

2. W3yuutp kuHernueckue xapakrepuctuku wumnopra JHK pasznoii pnuHbl B
pacTUTEIbHBIE MUTOXOHPHH.

3. C ucnonbp30BaHUEM MHCEPIIMOHHBIX MyTaHToB A. thaliana nccnenoBarts poiib B UMIOpTE
JIHK ©OenkoB, cnocoOHBIX K TPaHCIOPTHONW aKTUBHOCTH BO BHEIIHEH MUTOXOHAPHAILHOU
memOpane (m3opopm VDAC, TSPO, OM47), noTeHIMaIbHO y4acTBYIOUIMX B (DOPMHPOBAHUU
MEXOpIraHelbHbIX KOHTAaKTHBIX caiiToB (MIC60), yuyacTByIOIMX B Ipoleccax JeIeHUs/CIUsIHUSL
mutoxoHipuit (DRP3A u DRP3B).

4. WM3yunTh BO3MOXKHOE BIMSHUE CTPYKTYPHO-(YHKLIHMOHAJIBHBIX OCOOCHHOCTEH
MUTOXOHIPUAJIBHBIX IOIYJISIUN B PACTUTENIBHON KIIeTKe Ha npouecc umnopra JJHK.

Hayuynast HOBH3HA

B npezacraBnenHoi paboTe ¢ MCMONb30BaHUEM JIBYX cucteM — in organello u in vivo —
BIIEPBbIE MCCJIE0OBAHA POJb OEIKOB-NEPEHOCYMKOB BHEIIHEH MHUTOXOHIPUAIBHOM MeMOpaHbI
A.thaliana, a umenno: 1) uzopopm VDAC, mutoxonmpuansHoro nopuna (VDACI1, VDAC2,
VDAC3, VDAC4); 2) Genka BHemHed MeMOpaHbl pacTHTEIbHbIX MuToXxoHApuil TSPO; 3)
cyobsenununbl MIC60, nokanusyromelics BO BHYTPEHHEH MHUTOXOHJpHUAIbHOW MemOpaHe; 4)
Oenka BHEUIHEH MMTOXOHJpUaNbHOM MemOpanbl OM47; 5) cyObennHuUI] acCOIMMPOBAHHOTO C
BHEIIHeW MeMOpaHoil MuToxoHapuil 6enka DRP3, yuactHuka nporecca geneHuss MUTOXOHAPUH -
DRP3A u DRP3B. Ilokazano, uro otcyrctBue jro6oi u3 nzodpopm VDAC, 3a uckitoueHUEM
VDAC3, npuBoguT K 3HauuTelbHOMY ycuieHuto mponecca ummnopra JHK, Bozmoxno
BCJIEJICTBHE KOMIIEHCATOPHOTO 3¢ (eKTa, BEI3BAHHOTO MOBBILICHUEM COJEpKaHHUs B MeMOpaHe
n3zopopmbl VDAC3 u/unu CTpyKTypHBIX IEPECTPOEK MUTOXOHApUaIbHON MeMOpansl. [lokasaHo,
yro 6e10k TSPO He sBnsieTcs y4acTHUKOM OCHOBHOTO MeXaHHM3Ma, TpaHcionupymomero JIHK B
MUTOXOHJIPHUH, HO MOXET OBbITh YacTbI0 KaKOT0-TO NOMOJIHHUTEIHLHOTO TPAHCIOPTHOTO IMYTH, B
cJlydae MCIOJIb30BaHUS Il MMIIOPTa MOBBIIEHHBIX KoHLeHTparuii JJHK-cyOcrpara. s Genka
BHemHeW MeMOpansl OM47, uMeroIero aHnoOH-TPAHCTIOPTHYIO aKTUBHOCTh, O€lika BHYTpEHHEH
memOpanbl MIC60, moTeHIIManbHO y4acTBYIOIIEro B (JOPMHUPOBAHNU KOHTAKTOB MUTOXOHAPHHA U
sHJOIUIa3MaTHYecKoro peTtukynyma (OP), m Oenka DRP3, wurparormero ponas B JelIeHUU
MUTOXOHIpHii, poau B umnopre JIHK He ycTaHOBIIEHO.

HccnenoBana kuHeTHYecKast 3aBUCUMOCTD Tporiecca ummopta JJHK B mutoxonapun S.
tuberosum ot pasmepa m kommdectBa ummnoptrupyemoro JHK-cybOctpara. Ilokazano, d4rto
3aBHUCUMOCTh uMmmopra ot kosnnyectBa JJHK-cyOcTpata numeer pasmuunsiii xapakrtep mias JHK
pazuoii anunb: 1) muueinsnii 1 JIHK manoit nmunet; 2) crynenyatsiid uist JJHK cpenneit nmuHbL
[TonydyenHble AaHHBIE MO3BOJSAIOT ClenaTh BbIBOA O ToM, yTo mmnopt JHK cpenneit miuHb
IPOUCXOIUT B MUTOXOHAPUU MOCPENCTBOM HECKOJIBKUX MEXAHU3MOB.

Bnepsrie wuccnenoBano BmmsiHue Ha 3¢dextuBHOcTh mmnopta JHK crpykrypHO-
(YHKIMOHATIBHBIX OCOOEHHOCTEH MUTOXOHAPUH, (HOPMUPYIOMINX pa3HbIE MHUTOXOHIPHAJILHBIC
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nonyssuun. [lokazaHo, 4TO MUTOXOHAPHUH, OONaJArOIIME MeHee COPMHUPOBAHHOW CHCTEMOM
BHYTPEHHUX MeMOpaH, IpOsBIIAIOT O0siee BRIpaKeHHYIO criocoOHOoCTh K mMmopty JTHK.

B nuccepranmonHoi pabote mpeAcTaBiIeH HOBBIM Nmoaxoa K u3ydenuto ummopta JJHK c
UCTIONIb30BaHueM cucTeMbl IN Vivo. [Tokaszano, uro 1) JTHK addexTrBHO TpaHCIomupyeTcs U3
[UTOIJIa3Mbl B MUTOXOHIPHAJIbHBIN MAaTPUKC B MPOTOILIACTaX apaduaoncuca; 2) 3p(heKTUBHOCTh
ummnopta JIHK in vivo 3nauntensno Beime umnopra JJHK B cucreme in organello, uro nmo3sossier
MPEIIOJIOKUTh  CYHIECTBOBAHHE PA3IMYHBIX KJIETOUYHBIX (DAaKTOPOB, CIOCOOCTBYIOIIMX
sapdexTuBHOMY Tpancnopty JJHK B Mutoxonapumu.

MeTtopnoJsiorust U MEeTOAbI UCCJICOBAHUS

B paGote ObLIM MCHOIB30BAHBI CIEAYIONIME METOAbI U IMOAXO/IBI: BBIICICHUE U OYHCTKA
U30JIMPOBAaHHBIX MHMTOXOHIPHH YETHIpEX pacTUTEIbHBIX HcTOouHHMKOB (Arabidopsis thaliana,
Solanum tuberosum, Brassica rapa, Zea mays), SJEKTPOHHAas MHKPOCKOIHS, OIICHKA
(GyHKIIMOHAIBHOW aKTUBHOCTH MHUTOXOHIPUN, 3JEKTpo(ope3 MUTOXOHAPHAIBHBIX OEIKOB B
NOJIMAKPUIIAMUTHOM Telle, ONPEAEICHUE aKTUBHOCTH JIbIXaTEIbHBIX KOMILJIEKCOB MeTOa0M BN-
PAGE, nonydyenue QryopecieHTHO MEUEHBIX U «XONOoAHbIX» HemeueHnblx J[HK-cyOctpaTos
umnopra npu nomoun amiuimpukamuu B [P, meton ITLP-renoTunupoBanus i ModydeHUs
TOMO3HPOTHBIX JIMHKUI apabujorncuca, nposeaenue umnopra JJHK B muroxonapuu in organello,
umnopt JIHK B pacTuTenbHble MUTOXOHAPHH B CHCTEME IN VIVO, SKCTPAKIUS HYKJICHHOBBIX
KHCTIOT, QuryopecteHTHbI Meton ananmu3a ummopta JIHK, konwduectBennas TP B pexnme
peanpHoro Bpemenu (IILIP-PB), cuntes xJIHK, oGpatHo-TpanckpunrtazHas I[ILIP B pexume
peanbHOTO Bpemernu (OT-IILP-PB), cratuctrueckas 06paboTKa MOydeHHBIX JaHHBIX.

Teopernueckasi M NPaAKTHYECKASI 3HAYMMOCTH PadoThI

[Tonmy4yeHsl HOBBIE JaHHBIE O (PaKTOpax, BIHMSIOMUX Ha (HOpPMUPOBAHHE TPAHCTIOPTHBIX
CHUCTEM PACTUTENIbHBIX MHUTOXOHJIpUH, KOTOphle ydacTByrOT B mmmnopte IHK, yto mo3Bosmur
yrayOuTh Halle [OHMMAaHME MEXaHHW3Ma »J3TOro Ipolecca M €ro 3HauuMOCTH s
MHUTOXOHAPHATIBHBIX (YHKIUH B KieTke. [lomyuyeHHbIe JaHHbBIE MOYKHO HUCIOJIb30BATh HE TOJIBKO
B (hyH/IaMEHTalIbHBIX UCCIEIOBAHUAX 10 BBISICHEHUIO (PYHKIIMH MUTOXOHJIPUAILHOTO T€éHOMa Y
OpPraHU3MOB Pa3HBIX BUJIOB, HO TaKKe B paboTax Mo OMOTEXHOJIOTUH (KJIOHUPOBAHHE LIEJIEBBIX
F€HOB B MHUTOXOHJIpHUSX) W OnoMenuuuHe (TeHoTepamnusi MUTOXOHJPHUAJIbHBIX OoJie3HEH U
00J1e3HeN OKHUIIOTO BO3PACTa YEIIOBEKa).

Matepuaisl AuccepTallMOHHON pabOThl MOTYT OBITH MCIIOJIB30BaHbl B 00pa30BaTENIbHBIX
YUPEKACHUAX B JIEKIIMOHHBIX KypcaxX TUCIMILIMH 10 GU3UOJIOTHU U OMOXUMUU PACTEHUH, a TaKKe
cHenuaiIncTaMiu-0noIoraMy HayYHO-HUCCIEI0BATEIbCKUX HHCTUTYTOB.

Anpodanust padoTbl

Matepuansl auccepTalnoOHHOW paboThl OblM mpencraBieHsl Ha I MexayHnapogHoi
Kondepenuuu Momomsix yueHsix «OpenBio» (HoocuGupck, 5-6 okrabps, 2016 rom); 10
International Conference for Plant Mitochondrial Biology (ICPMB; Hangzhou, China, May 22 —
27, 2017); MexnyHapoaHoii koHdepeHIUH, TOcBsmeHHOW 110-meTuro co AHS pOXKIEHUs
akanemnka AH CCCP [I. K. bensieBa «bensieBckue urenus» (HoBocubupck, 7-10 aBrycra, 2017
I.); 2-ii BcepoccuicKoi HayuHOW KOH(pepeHInu «MexaHu3Mbl Peryssiuuu (GyHKIHH opraHet
sykapuotrueckoi kinetkw» (Mpkyrck, 22-24 mas 2018 r.); ['oguaaom cobpannn ODP-2018,
Hay4yHOH KOH(pepeHIHHn «MexaHu3Mbl YCTOWYMBOCTH PACTEHUH U MHKPOOPTaHU3MOB K
HEeOMATONPUATHEIM ycIoBuaM cpensl» (Upkyrcek, 10-15 wmrons, 2018 rom); 111 International
Conference for Plant Mitochondrial Biology (ICPMB; Ein Gedi, Israel, March 10-15, 2019); 5%
International Scientific Conference «Plant genetics, genomics, bioinformatics, and biotechnology»
(PlantGen2019) (24-29 June 2019 Novosibirsk, Russia); Mexaynapoanom kourpecce «VII cbesn
BaBunoBckoro o01iecTBa T€HETUKOB M CEIEKIMOHEPOB, MocBslleHHbI 100-netuto kadenpsl
renetuku CIIOI'Y, u accounnpoBanHble cumnozuyMmel» (BOI'nC; 18-22 utons 2019, Cankr-
[TerepOypr).

OcHoOBHbBIE 110JI0KeHHS, BBIHOCHMbIE Ha 3aIIATY

1. Tlpm Tpancdopmanuu npotoriactoB apadugoncuca JJHK mocrymaer u3 nurormiasmel

B MUTOXOHApUHU. 3akoHOMepHOCcTH ummnopta /JIHK, nokazaHHble B UCCIIEJOBaHMSX B
CHCTEME M30JIMPOBAHHBIX MUTOXOHIPHI, COXPAHSIIOTCS IN VIVO.
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2. CymectByeT Heckonbko myred mmmoprta JIHK B pactuTenpHbie MUTOXOHIPHH,
3aBUCAIIMX OT JUTMHBI TPAHCTIOPTUPYEMOI MOJIEKYIIBI.

3. OrtcyrcrBue oaHoi u3 n3ohopm VDAC B HOKayT-MyTaHTHBIX JIMHUSX apaOuoTIcHca
NPUBOANUT K CTPYKTYPHBIM U (YHKUIHMOHAJIHHBIM HM3MEHEHHSIM MHUTOXOHIPHAIBHON
MeMOpaHbl, OKa3bIBAIOLIMM CYIIECTBEHHOE BIMSHME Ha akTUBHOCTH umnopra JJHK B
MUTOXOHAPHUH.

4. BbisBisieMble IPU BBIIEIEHUUM MUTOXOHJPUN CYONONMYJIALMU 3TUX OpraHeI
o0lajaloT  CTPYKTYpPHOM  pPa3HOPOJHOCTBIO W pA3IMYHOM  CHOCOOHOCTBIO
umnoptuposats JJHK.

COAEPXAHUE PABOTbBI

O0BEeKTHLI 1 MEeTOALI MCCJIe10BAHUSA

B pabGore ObutM WCHONIB30BaHBI pacTeHUs apabujoricuca aukoro tuma Arabidopsis
thaliana (L.) Heynh. »skorunm Columbia (Col-0) ¥ JIHHHM HWHCEPIHOHHBIX MYTaHTOB
SALK_034653 (vdacl), SAIL_726 HO02 (vdac2), SALK_127899 (vdac3), SALK_023908
(vdac4), SALK_135023 (tspo), SALK_007876 (mic60), SALK_016767 (om47), SALK_066958
(drp3a-3), SALK 046271 (drp3b-1), cemeHa KOTOPBIX OBUIM TOJYYEHBI M3 KOJUICKIIUH
Arabidopsis Biological Resource Center (The Ohio State University, USA). 'omo3urotusie
pacTeHusl U3y4aeMbIX JUHHUHA ObLIM moiydeHsl ¢ noMmolubto IIIP-renotunupoBanus. Pactenus
apabwuorncuca, nocie crpaTuukanyy B TeueHue Tpex cyTok npu +4 °C, BeipanuBany npu 22 °C
B pocroBoii kamepe KBW-720 («Binder», I'epmanus), B ropiikax, HaIOJHEHHBIX CMECHIO
MOYBOTPYHTA JIJIsl KOMHATHBIX pacTeHuil / Topda / Bepmukymuta (2 : 1 : 3) mpu 0CBEUICHHOCTH
150 mxmonp*M-2*c-1 1 qyuHe cBeToBOro JHS 16 4. DTHOIMPOBAHHBIE POPOCTKU KYKYpY3bl Zea
mays (copt «Kybanckuii 250 MB») BeipamuBaiu npu 29 °C B TeueHue 4 cyTok B TeMHOTE. B
paboTe OBUIH HUCIOIB30BaHBI TaKKe KIIyOHH KapTodesst Solanum tuberosum (copt «AnperTta») u
KOpHeI10/bl penbl Brassica rapa (copt «Bayukay). CemeHa Kykypy3bl npuodbperenst B HITO
«KOC-MAUC», Kpacnonap; kaptodens BeipaiieH Ha Tepputopur CUOUBP CO PAH, UpkyTck;
CEeMEHa penbl IPUOOPETEHBI B TOPTOBOM CETH.

I'enernueckast koHctpykuust pCK/GFP/PRmt (Koulinchenko et al., 2003), conepsxarias
nocneaoBarenbHocTh TeHa GFP, cinykuna matpuieit st aMingukanuu GparMeHToB pa3MepoM
269 n.H., 852 n.H. u 2,7 T.11.H. {1 nonyyenus ¢uyopecuentHoro JJHK-cy6erpara ucnons3oBanu
OJIMTOHYKJIEOTUBI, coJiepkalie Ha S'-koHue Quyopecuupyromyto rpynny Cy3 («EBporeny,
Poccust). 'enernyeckast koHcTpykiust pIR-11.6/Br-9 (momydeHa coTpyaHHKaMu J1a0OpaTOpHU
JITP CUDUBP CO PAH) cnyxkuna matpurieit as ammmudukanuu JJHK 6onbiroro pasmepa (9
T.IL.H.)

MHUTOXOHAPHH TOJYyYaad COTJIACHO OINHMCAHHBIM paHee MpoTokosam w3 Arabidopsis
thaliana (Sweetlove et al., 2007), stuonupoBanHbIx popocTkoB Zea mays (Newton and Walbot,
1985), kiyoneit Solanum tuberosum u kopuemionor Brassica rapa (Neuburger et al., 1982).
KonunuectBo Oenmka B CyclieH3WM MUTOXOHIpHWI oreHuBanu mno meroxy bpendopxn (Bradford,
1976). Ouniennyo (GpaKiuio MUTOXOHIPUHA UCCICIOBAIA B TPAHCMHCCHOHHOM 3JIEKTPOHHOM
mukpockorne Leo 906E («Zeissy», I'epmanus) (Layton et al., 2004).

AHanu3 QyHKIIMOHATIBHONW aKTUBHOCTH M30JMPOBAaHHBIX MUTOXOHApUi (100 MKr Oenka)
IPOBOJWIN TOJIIPOrpaMuecKuM METOZOM C HCIIOJIb30BAaHHEM IUIATMHOBOTO KHCIOPOIHOTO
anektpona u saueilku Oxytherm system («Hansatech», Benukobpurtanus). Kosdduunent
JIBIXaTEIbHOTO KOHTPOJISI MUTOXOHJAPHIA ONpPENeNsiIi COrJIaCHO ONMHMCAHHOMY paHee MPOTOKOIY
(Douce and Neuburger, 1989). lHTakTHOCTH BHEIIIHEH MEMOPaHbI MUTOXOHAPHIA PACCUUTHIBAIIH,
kak onucano panee (I'pabenbHbIx 1 ap., 2014).

Nmnopr JHK mposogunu B Oydepe umnopta, coaepxkamem 0,4 M caxapossl, 40 MM
docdara xanmus, pH 7,0, npu temneparype 25 °C u noctosHHOM nokaunBanuu (350 rpm) Ha
tepmoteikepe aist Mukpornpooupok u [P mnanmero TS-100 («BioSany, JlaTBus) B TeUeHUH
30 mun (Koulinchenko et al., 2003), o6bem peakmuu coctaBisii 100-200 mxin. O6paboTky
mutoxonapuit JIHKa3oit nmpoBoaunu B Oydepe nmmopta (100 mxi) B npucyrctBun JJHKa3zsr 1
(500 mxr/mi) («Sigmay, CIIIA) u 10 MM MgClz B Teuenue 20 muH npu 25 °C. JlanpHeinryro
OTMBIBKY mpoBoamian Kak omucano panee (Koulinchenko et al., 2003). Jlas monydeHus
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MUTOILJIACTOB BHEIIHIOI0 MEMOpaHy MHUTOXOHJpPUN pa3pyliaid C MOMOIIBI0 OCMOTHYECKOTO
IIOKa: OCaJ0K MHUTOXOHApPHH pecycneHaupoBamu B 1 mu 5 MM ¢ocdara xamus, pH 7,5,
MHKYOUpOBAJIM HA JIBJLY 5 MHH, 3aTeM OCaXKJaJIud U MpoMbiBaiid B Oydepe, coaepxamiem 0,3 M
caxaposy, 10 MM docdar kamus, 1 MM DATA, pH 7,2. Dxcrpakmmo JIHK w3 ocanka
MUTOXOHJIPHI MPOBOAWIIN C UCIOJIb30BaHUeM Oydepa, comepxkamero 10 MM Tris-HCI, 1 MM
OATA, 1 % (w/v) SDS, pH 7,5, u paBHoro o0bema ¢enona. HykienHOBBIE KHCIIOTHI,
CoJIeprKaBIIUECS MOCIIe HEHTPUPYTHPOBAHUS B BOJIHOM (aze, 0ca’kJalid 3TaHOJIOM B IPUCYTCTBUU
200 MM NaCl. Omommro JIHK u3 renst npoBoamim ¢ nomomrsio Habopa GeneJET Gel Extraction
Kit («Thermo Scientificy, CIIIA).

PHK »skcTparupoBanu u3 pacturenbHoro marepuaia nmpu nomomu TRI-Reagent («Sigma-
Aldrich») cormacHo nporokomny npousBoautens. s ynaaeHus Bo3MoxkHbIx npumeceit JITHK k 8
Mk obpasua PHK nobasmstin 1 mxn 10-tu kpatnoro 6ydepa AHKassl («Thermo Scientificy,
CHIA), 0,5 mxn JIHKa3er («Thermo Scientificy). MakyoupoBanu 30 mun npu 37 °C. [ns
nnaktuBanuu JJHKa3sr no6asmsuiu 1 mxa EDTA (25 MxkM) u niporpeBanu 10 munyt npu 65 °C.
3arem noGaBmsim 1 Mk mpaiimepos oligo-dT (80 pM) («Thermo Scientific») u nmporpeBanu 5
muHyT ipu 70 °C. MakyoupoBanu 5 muH Ha bay. K cmecu nobassimu 4 Mkt 5x Oydepa oopaTHoi
tpanckpuntasbl («Thermo Scientificy), 0,5 mxn (20 en.) unruburopa PHKa3 («Thermo
Scientificy), 2 mxn 10 MM cmecu ANTP («Thermo Scientificy). MukyOupoBanu 5 mun ipu 37 °C.
K cmecn nob6asumm 0,7 mxi (140 en.) oOparHoi TpanckpunTassl RevertAid-MulV («Thermo
Scientificy). MukyoupoBanu 60 mun npu 42 °C. MuaktuBupoBaiu (GepMeHT MHKyOaiuel B
teyenue 10 mun npu 70 °C. [P B peanbnom Bpemenu (IILIP-PB) npoBoauiu, xak omnucaHo
Bhiie. B kauecTtBe pedhepencHoro rena ucrnonb3oBanu YLS8 (At5G08290) (Hong et al., 2010).

[TpoTorutacte! moyvanu u3 guctheB A. thaliana coriacHo onrcaHHOMY paHee MPOTOKOITY
(Wu et al., 2009) ¢ mogudukanusmu. BepxHuii croil snuaepmuca yaausiau ¢ TOMOIIbIO JTUITKOH
nenThl. Kycku JIMTKO# JIEHTHI C MPUKICUBIIUMCS HUYKHUAM SITUACPMHICOM U KIIETKaMHU Me30(HIIIa
MOMEIAIM Ha TIOBEPXHOCTh Cpelibl BeieneHus npoTomnnactoB (0,4 M manauton, 10 MM CaCl2,
20 mM KCI, 20 MM MES, pH 5,7, 0,1 % BCA), comepxamieit 1 % uemmnonasy u 0,25 %
nekrtonunazy («MP Biomedicalsy», CIIIA) n nuHKyOHpOBaiM MpH JETKOM IMOKaYMBAHUU B TEUEHUE
2 4. K orobpaHHOI cycneH3uu npororuiactoB Aodasmsin 15 mu cpeasl nmpomsiBanus (CII),
conepxkamieit 154 mM NaCl, 125 mM CaCl2, 5 MM KCl, 5 MM rmoko3y, 2 MM MES, pH 5,7 u
ueHTpudyruposanu B Teuenue 3 MuH npu 100 g. CynepHaTaHT yJqansiid, 0caJloK MPOTOILUIACTOB
pecycnenauposanu B 15 ma CII u noBropsinu nentpudyrupoanue. Ocajok pecycrneH ImpoBaIn
B cpene, coaepxkameit 0,4 M manauton, 15 MM MgCl12, 4 MM MES, pH 5,7 u3 pacuera 300 Mk
Ha oauH oOpasen. K cycnensun npororutactoB nobasnsiin pactBop JHK-cyOcrtpata (5 Mkr),
nocJe yero K mpodam gpo6asisuin 300 Mk pactBopa, coaepskariero 20 % (8/0) PEG (MW 2000),
0,2 M mannuton, 100 MM CaCl2, u uHKYOMpOBaIM B TEYEHHE 5 MHUH. 3aTe€M CYCIEH3UIO
IPOTOIIACTOB MOJIBEPTaIu TpeM LuKiaM neHTpudyruposanus B 1,5 ma CII B Teuenue 1 MuH npu
100 g u 20 °C. IIporomnactel pecycnenaupoBaiu B CII u uHkyOupoBamu B TeueHue 20 u.
Cycniensuto mpoTtorutactoB IeHTpudyrupoBanu B Teuenue 1 mun npu 100 g. K ocaaky nobapismu
400 Mk cpensl Beiaenenus mutoxouapuii (CB) (0,4 M caxapo3sa, 50 MM tpuc-HCIL, pH 7,5, 5 MM
MgCl2, 0,2 % BCA, 2 MM DTT), conepxamryto JIHKa3y I u3 pacuera 1 en. akr. pepmenta Ha 50
Mk CB. IIporomacTtsl pa3pyiany ¢ oMol romorenusatopa Ilorrepa. O6pasiisl moaseprainu
JIBYM IIHKJIAM TTOCTIEIOBATEIHHBIX HU3KO- H BBICOKOCKOPOCTHBIX IEHTPU(YTUPOBAHHIA: B TEUCHUE
5 muH nipu 3000 g u B Teuenne 7 muH nipu 15000 g. Ocagok MUTOXOHIPHI pECyCIIEHIUPOBAIN B
100 mxn cpensr o6padorku JIHKa3o0it (0,4 M caxaposa, 40 MM kanuii-dpocharusiit 6ydep, pH
7,0), conepxkartueit 0,2 % BCA, 10 MM MgCI2 u /IHKa3y I u3 pacuera 1 ex. akt. pepmenta Ha 50
MKJI cpeabl 1 nHKyoupoBanu 20 muH nipu 25 °C. Tlocine nHKyOauu MUTOXOHIPUU TOJIBEPTaIN
JIBYM LuKiIaM neHtpudyruposanus B CB, comepxameit 0,2 % BCA, 10 MM D/ITA u 10 MM
OI'TA B Teuenue 7 mud npu 15000 g u 4 °C.

Hns ananuza >¢¢exkTUBHOCTH uMIopTa ¢uyopecuentHo meueHoro JIHK-cyberpara
npoObl MoABepraiu sieKTpodopeTuueckomMy paszaeneHuro B 1 %-HoM araposHoMm rene u
ckanupoBanu npu nomomu Ettan™ DIGE Imager («GE Healthcare», IIBerus).
KonnuectBennyro TP mpoBoamnu c¢ ucnoms3oBanuem Habopa SYBR Select Master Mix
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(«Applied Biosystemsy», CIIIA) cormacHO HHCTPYKIMH MPOU3BoauTeNs. JlaHHBIC aHaTU3UPOBATIN
npu oMoy nporpammuoro obecrieuenust CFX Manager («Bio-Rady, CILIA).

Bce mpouenypbl mpoBOAMIM KaK MUHUMYM B TPEX HE3aBHCHUMBIX JKCIEPHUMEHTaX.
JlocToBEpHOCTh pazauuuii olleHUBaJIM 10 KpuTepuio CThIOJEHTa IIPU YpOBHE BeposiTHOCTU P <
0,05. JIns obpatHo-TpanckpunTaszHoii I[P B peansHOM BpeMeHH cTaTUCTHYEeCKas oOpaboTka
JIAHHBIX ¥ TOCTPOCHHE Iuarpamm mpousBoamwimuch nporpammoit CFX ManagerTM Software
Version 1,6 («Bio-Rady).

PE3YJIbTATBI U OBCYXIEHUE

Ananu3 umnopra JJHK ¢ ucnosb3oBanuem (puryopeciieHTHO MedeHbIX Cy0CTPaToOB

PanuoakTuBHBIH MeETOJ aHallM3a, AKTUBHO WCIOJB30BABIIUIICS BO BCEX MPEKHHUX
uccnenoBanusx ummnopra JHK in organello (Koulinchenko et al., 2003), o6namaer psiaom
HeAO0CTaTKOB (Tabiu. 1), m03TOMY MBI MOCTaBWIIM 3aJady pa3paboTaTh ajbTEPHATUBHBIA METO[
aHaJIM3a UMITOPTa ¢ ToMoIIbio duryopectieHTHOro Medyernust JIHK. JInst 3To# 11enu Ml mpoBOMIIN
ammmdukamuio ¢parmentoB JIHK ¢ ucnonp3oBanuem mnpaiiMepoB, cOAEpKalluX Ha CBOUX
KoHIax ¢uryopodops! (puc. 1, a). Busyanuzamus ¢parmenta JJHK B ckanepe duryopeciieHmu
MOKa3aja BhICOKYIO YyBCTBUTEIBHOCTh JaHHOTO MeToja (puc. 1, 6). Kpome Toro, nokasano, 4to
npoObl HE TEpSIIOT CBOEHM crmocoOHOCTH K (hIyOpecHeHIIMH B TEUYEHHE MecCsla: KOJIMYECTBO
nerextupyemoit JIHK (1e menee 0,5 Hr) ocTaBanoch Ha OHOM YpoBHE (pHc. 1, ).

a 6 8
T2 5 a8 R e e

3 /‘}:,:" 5’

5’,.[*..__{3 3 .

Puc. 1. ®nyopecuento meuenslie cyoctpatsl JJHK 11 umnopra B MUTOXOHIpUH

a) Cxema criocoba Beenenus ¢uyopodopa Cy3 B monekynsl THK; 6) u 6) Busyanuzaiust GpiyopecueHTHO
meuenbix ¢parmenroB JJHK (852 m.H.) mocne 3neKTpodOpeTHUECKOTO0 pasfeieHHs B arapo3HoMm reie; 0)
susyanu3sanus JIHK mocie okpammBanus 6pomucteiM dtuaneM (1-3) u B ckanepe duyopecueniuu (4-5); Ha renb
HaHeceHnsl 5 Hr (2, 4) u 0,5 ur (3, 5) JHK; (1) - mapkep monekyisipaoro Beca JIHK; 6) aHanu3 3aBUCUMOCTH KadecTBa
¢yopecuentHo meueHbix mpo6 JJTHK ot Bpemenu xpanenus; (1, 2) — 4x-, (3, 4) — 3x-, (5, 6) — 2x-, (7, 8) — 1-
HenesbHbie mpoosl [IHK; Ha resnp nanecens 1 ur (1, 3,5, 7) u 5 ur (2, 4, 6, 8) IHK ¢parmenra 852 m.H.

Panee enunctBenHoe uccnenopanue ummnopra JJHK ¢ ucnons3oBanuem ¢iayopeciieHTHO
MmeueHbIX (pparmenToB (Jackson et al., 2014) 6bu10 TpOBEIEHO HA U30IMPOBAHHBIX MUTOXOHAPHUSIX
yenoBeka. MmmoptupoBanHyro B wmuToxonApun JIHK BusyanusumpoBanm ¢ moMounipro
KOH(OKaIbHOH MHUKpocKonuu. beuto mokazano, uyto Meudenas JIHK coxpansercs mnocne
obpabotrkn JIHKa3zo#, T.e. Haxomutcs B Marpukce opraHeuibl. OJHAKO MaHHBIA METOJ He
BKJIIOYAJI y/1aJIeHUs] BHEIIHEH MUTOXOHAPHAIbHOW MEMOpPaHbl M HE TapaHTUPOBAI M30ABIECHHS OT
accouuupoBanHoi ¢ Hel JIHK, a Taxke He mo3BOJIMI pa3IuiuTh (DIyOpECLEHIINIO TPOHUKIINX B
MHUTOXOH/IpHIO MosiHOopa3MepHbIX GpparmenToB JIHK u npoaykToB ux nerpaganuu.

[TonyunB ¢uyopectientHo MeueHbie cyoctparsl JIHK pa3HoOi MawHBI, MBI H3y4HIIH
BO3MOXKHOCTh X HMIIOpPTa B MUTOXOHJIPHUU TpeX BUIOB pacteHui (A. thaliana, B. rapa u Z. mays)
(puc. 2). B xome mampHeWmmx skcnepumeHToB 1o mmnopty HAHK, mbr ybemmmmch, dro
(GIIyopeclileHTHO MeYeHble MOJIEKYJIbl AKTUBHO HMMIIOPTUPYETCS B MHUTOXOHJAPHHM BCEX
TECTHPOBABIIMXCS PACTUTEIBHBIX HMCTOYHHKOB (puc. 2, a-6). Awnamu3 wummopra JIHK,
MPOBEJICHHBIN C TOMOLIBI0 KonuyecTBeHHOM [ILIP, moka3an, yTo HanM4yuMe Ha KOHLAX MOJIEKYJ
bayopodopoB He pensATCTBYET TpaHcaokanuu MoJiekyl JJHK B MUTOXOHApHATBHBIN MaTPHUKC
(puc. 2, 2).
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Puc. 2. Umnopt meuenoii (Cy3) IHK B pacTuTenbHble MUTOXOHAPUN

MuTtoxouapuu B. rapa (a) u Z. mays (6), n300pakeHus MOTy4eHBI C TOMOIIBIO SIEKTPOHHONH MHKPOCKOTIHH
(macmrad 500 HM). ¢ — DnyopecuentHo meueHas JJHK (0,5 mxr) pasmepom 852 m.H. u 2,7 T..H. OblIa
UMIIOPTHPOBaHA B H30JMPOBAaHHBIE MHUTOXOHApuH Z. mays, B. rapa u A. thaliana. Ilocne wuHKybauuu c
muroxoHapusamu, MTAHK Ob1ma skcTparupoBana u pasieneHa 31eKTpodopeTHIECKH B arapo3HoM rene. JJopoxkn: 1
— ¢myopecuiertHo MedeHst JJHK-cyOctpar mo mmmopta, 3 Hr; 2 — SKCTparupoBaHHEIN IOCie WMIOpTa B
MUTOXOHIpHH. ¢ — Bimsane Hammuns Cy3 Ha 5'koHmax ¢parmenta JJHK pasmepom 852 m.H. Ha ero UMmopT B
mutoxoHApuH. [lokazaHo oTHOCHTENBHOE KosmaecTBO (hparmenTa rena GFP (conmepikamerocs B IMIIOPTHPOBAHHOM
JTHK), HopmupoBaHnHoe K cojepikanuto pparmenta rena NAD4. Ha nuarpamme (2) ypoBeHb UMIOpTa 852 m.H. IPUHSAT
3a YCIOBHYIO equHHUIYy. [IpencraBieHbl pe3yabTaThl HE MEHEE TpeX OMOJOrMYecKHX MOBTOpHOCTEH. [Jlomycku Ha
JuarpaMme 0003Ha4aloT CTAHAAPTHBIE OTKIOHCHUSL.

Takum oOpa3zom, ans wuccienoBaHuil MuToxoHJpuanbHoro umnopra JIHK MoxHo
YCIIEIIHO MPUMEHSTh CyOCTpaThl, MOIY4YE€HHbIE C TOMOLIBbIO (IIyOpPECLIEHTHOIO MeueHus. Tem He
MEHEE, 3TOT METOJI HE IT03BOJISAET IIPOBOAUTH KOJIMYECTBEHHYIO OLIEHKY nMrnioptupoanHon JHK.
Hcxons u3 310ro, B Ka4eCTBE €I OJHOI0 METOJANYECKOro noaxoaa s aHanusa umnopra JHK
B MUTOXOHJpPHUHM HaMU ObUT UcToNb30BaH meTon [I[[P-ananu3a B pexnMe peaqbHOrO BpeMEHU
(ITLIP-PB), KOTOpPBIi BOCHIOIHSIT HEIOCTATKU (IIyOpeCHEeHTHOTo MeToa (Tada. 1).

Ta0auna 1

ConocraBineHue NpeUMyLIECTB U HEJOCTaTKOB METO0B aHanu3a umnopra JJHK

Mertoa aHaIM3a UMNIOPTA
Kpurepuii Bb10opa MmeTona
PaagnoakTuBHbIH DJ1yopecHeHTHBIH I P-PB

MeTO0/ aHAJIM3a MeTO/ AaHAJIM3a
Jlerexknust MoJTHOpa3MepHOro (parMeHTa + + -
KonmuectBennas oneHka 3¢ eKTHBHOCTH - - +
UMIIOPTa
BosmoxxHocTs mntensHoro xpanenus JHK- - + +
cyOcTpaTa 06e3 moTepu KayecTpa
Yn06cTBO M OBICTPOTA METOAA - + +
Be3omacHocTs i1 310POBbsI - + +
[pumMenenue B cucreme in organello + + +
[IpuMeHeHue B cucteMe in Vivo - - +

ITocranoBka merona m3ydyenus umnopra /IHK B MUTOXOHApHSAX NPOTOIJIACTOB
apadéuoncuca in vivo

Panee npupoiHYyI0 KOMIIETEHTHOCTh MUTOXOHIpUH K noriomienuto JJHK, kak ;KMBOTHBIX,
TaK U pacTeHUH, He HcciieaoBaiy iN Vivo. [Ipu 3ToM Ha MPOTSHKSHUU MHOTHX JIET HE TPEKPAIaICs
MOUCK METOJMYECKUX IOAXO0J0B Ul OCYIIECTBJICHUS TpaHC(HOPMALUU MHUTOXOHAPUAIBHOTO
remoma miekonurarommx (Remacle et al., 2012; Niazi et al., 2013). OTcyTcTBYIOT Takxke
cooOuieHus 1 00 ycrenrHoi TpanchopMaly MUTOXOHIpUN BhIcIuX pactenuid (Verechshagina
et al., 2018; Remacle et al., 2012). /1o HACTOSIIIEr0 MOMEHTA OCTACTCS HESICHBIM, TPOUCXOIUT JIH



UMIIOPT Ha YPOBHE IIEJIbIX KJICTOK, M COXPAHSFOTCS JIK iN VIVO 3aKOHOMEPHOCTH 3TOr0 Mpoliecca,
npojieMoHCTpUpoBaHHbIe in organello.

B pamkax maHHOUM pa®OThl HaMU BIIEpBBIC ObLT pa3padoTaH METOJ M3YyYCHHs UMIIOPTa B
cucreme in vivo. Creayer moa4epKHyTh, YTO 3TO MOIXO0/ MO3BOJIsLET MpoBoauTh ummnopt JJHK B
MHTOXOHPHH MPOTOIJIACTOB PACTUTEIbHBIX KIIeTOK. JlaHHbI oax0/1 BKIItodaeT: (1) momydeHue
npoToILIacToB; (2) TpaHchopMaIiio MOTyUYeHHOT O TipenapaTa nporormiactoB Mmosekyiamu JJHK;
(3) wmmukybarmuio mpotorutactoB B TedeHue 20 uacoB; (4) BBIAEICHHE MHUTOXOHAPUN U3
npotorutactoB; (5) obpaborky JIHKa3oit; (6) sxcTpakiinio HYKIECHHOBBIX KUCIOT; (7) aHanu3
umnopra JJHK.

ITpu nmocranoBke nmnopra JIHK B MUTOXOHIpUU MpOTOMIACTOB apadbujorcuca, ObLIO
MO0Ka3aHO, YTO MPOTOIIACTHI COXPAHSIOT CTPYKTYPHYIO IIEJIOCTHOCTD ITOCIIE MHKYOAIlUU B TCYCHUE
20 gacoB (puc. 3, @), npenapat MUTOXOHAPHI, MOJyYESHHBIH U3 MPOTOILIACTOB apaOuIOICHCa,
obmagaer BbICOKO# cremeHpio ourctkr oT XiaJJHK um s/IHK (puc. 3, 6 u 6). Ummopt JIHK,
POBOIUMBIN B cucTeMe IiN VIVO, oOiamaeT 06osiee BBICOKOW 3(PPEKTUBHOCTHIO B CPAaBHECHHH C
umnoprom JIHK B uzoampoBanusie opraneininl (in organello) (puc. 3, 2).
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Puc. 3. Umnopt IHK B MUTOXOHpUH MPOTOILIACTOB apabuaomncuca

a) Bueurnuit 0011k npororiacToB apaduponcuca nocie tpaHcdopmanun pparmenrom JTHK n nHkyOaumn
B Teuenne 20 9, 6) aHANIM3 CTENECHW OYMUCTKH MUTOXOHAPHH, BBIJICIEHHBIX U3 MPOTOIUIACTOB, OT XJIOPOIIIACTHOTO
3arpsi3HEHUST; 6) aHAJIN3 CTETICHN OYMCTKU MUTOXOHJIPHH, BBIJIEJICHHBIX U3 MPOTOILIACTOB, OT 3arpsi3HEHUS sIepHOI
JHK. ITokazano otHocuTensHOe KoiandecTBo pparmentos renoB RBCL (xin/IHK) u YLS8 (sa1/JHK), HopmupoBanHOe
K cozepxkanuio ¢pparmenra rena NAD4 (mtIHK), BeisiBiieHHOE nipy ananuze npo6 JJHK, BeigeneHHOI U3 TOTaIbHOTO
9KCTpaKTa IpOTOILIACTOB M U3 IIpenapara H30JMPOBAHHBIX MHUTOXOHApHH; &) aHanmn3 wumnopra JHK B
M30JIMpOBaHHbIX opranesiax (in organello) u B mporomnacrax (in vivo) apabunoncuca. Ha auarpaMmax KOJIM4eCTBO
mtAHK (6, 6) u ypoeHb ummoprta in organello (¢) npuHsTH 32 yciaoBHYH equHuLy. [IpeacraBieHbl pe3yibTaThl HE
MEeHee TpeX OMOJIOrnYecKuX MOoBTOpHOCTEH. Jlomyckn Ha inarpamMmme 0003HAYalOT CTAH/IAPTHBIE OTKIIOHEHHUS.

C ucnonb3oBanueM o0pabOoTku TpUTOHOM X-100 ObUIO MOKAa3aHO, YTO JETEKTHUPYEMbIH
(parMeHT JOKaIM30BaH B MaTPUKCE MUTOXOH/IPHIA, a HE aCCOLIMMPOBAH C BHEUIHEH MeMOpaHOi
(puc. 4, a). llpoBenenne umnopra JJHK pasHoii mmmHbI in VIVO moka3aino, 4To 3GPEeKTUBHOCTD
umrnopta JIHK cHmxkaercst B 3aBUCHMOCTH OT JJTMHBI UMIIOPTHPYEMOTO (hparmenTa (puc. 4, 0).
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Puc. 4. Muroxonapuanssbiii umnopt JAHK in vivo, nerektupyemsiii (a) B yCIOBUSX
00pabOTKH MUTOXOHJIPUH, BBIJCIICHHBIX U3 MIPOTOILIACTOB, AeTepreHToM Tputon X-100, u (6) B

npoToruiacTax apadumoricuca ¢ ucnosb3oBanueM JIHK paznmuanoro pazmepa

[TokazaHo oTHOCHTEIBHOE KOIM4YecTBO (pparmenTa rena GFP (coxepxkamierocst B umnopruposannoii JJHK),
HOPMHUPOBaHHOE K cojiepkanuto ¢pparmenra rena NAD4. Ha nauarpammax KOHTpOJIb (@) ¥ ypoBeHb UMIIOpTa 2,7 T.ILH.
(6) mpUHATHL 32 YCIOBHYIO equHUILY. [IpefcTaBiIeHbl pe3ynbTaThl HE MEHEE TPeX OHOIOTHYECKUX MOBTOPHOCTEH.
Jomycku Ha auarpaMme 0003HAa4al0T CTAaHAAPTHbIE OTKIOHEHHUS.

Cxoxasi 3aBUCUMOCTh ObLIa OTMEYeHa paHee s umnopta pparmentoB JJHK pasnoro
pasmepa B uzonmpoBaHHble MutoxoHApun (Koulintchenko et al., 2003), 9T0 CBHIETEIECTBYET B
H0JIb3Y TOTO, YTO OOHApYKeHHbIE HaMu 3akoHOoMepHocTH uMmmopra JJHK in organello otpaxarot
npoIiecchl, mpoTtekaromne in Vivo. Takum oOpa3oM, Hamu BrepBbie MMoka3aHo, uto JIHK,
HaXOJAIIAsICS B IIUTOILIA3ME 1I€JI0N PACTUTEIBHOM KIIETKH, aKTUBHO MTOCTYNAET B MUTOXOH/IPUH.

B menom, mo pesynbraTtam mpojesiaHHOW paboThl, HAaMH ObLT pa3padoTaH KOMIUICKCHBIN
noaxona it uzydeHust ummopta JJHK B pacTutenbHble MUTOXOHIPUH, BKITFOUYAIONIMN aHAU3 B
cucremax in organello u in vivo (puc. 5) (Tarasenko et al., 2019).

mogmate > mwwe

BblgeneHne MUTOXOHAPUI U3 PacTUTENbHOO | Mony4eHWe NPOTONNAcTOB |
opraHuama I
I TpaHccopmaums NPOTONNACTOB «XONOAHLIM»
[ Wmnopt OHK B MuTOXOHAPUM pacTenuin | OHK-cy6cTpaTtom
| | |
a) chnyopecuenTHo 6) «xonoanbiit» IHK- WHKy6aums NnpoTonnacToB B TeyeHue 20 4
meyeHbin iHK-cy6eTpaTt cy6cTpar
\ / 1 -
[ AHKa3nas o6pabotka | ‘ BulaeneHue MUTOXOHAPUIA U3 NPOTONNACTOB |
I
[ Nonyyenne mutonnacros | | OHKaswas o6pabotka |

AkcTpakuua mTAHK I—I
I I
L [ Ananus umnopra OHK |

I I

| AHanus metogom konuyecteseHHow MNUP |
I I
Amnnudmkauma Hebonbworo dparmerTa AHK ansa getekunn MMNoOpTMPOBaHHON
OHK ¢ ncnonb3oBaHuem:

®dnyopecueHTHbIN
aHanus

| a) akcTparuposaHHoit AHK | | 6) anouposanHon OHK |

Puc. 5. Cxema, wunocTpupylomas KOMIUIEKCHBIM TMOJXOJ, OCHOBaHHBIM Ha
ucnosp3oBanuu cucteM in organello u in vivo, s uccnenoanuii ummnopta JIHK B pactutenbHbie
MUTOXOHJIPHUHI

JlaHHBIN TOJXO0/1 MO3BOJUT B JaIbHEHIIIEM BBIIBUTb, COXPAHSIIOTCS JTU 3aKOHOMEPHOCTH
nmnopta JIHK, nokasaHnHbie paHee ¢ UCIOIb30BAaHUEM U30JIMPOBAHHBIX MUTOXOHAPHI, TAKUE KaK:
3aBUCHUMOCTh OT pa3Mepa M CTPYKTYpHBIX ocoOeHHocTedl wmonekynbl JIHK, Bnusame Ha
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MHTEHCUBHOCTh UMIIOPTa MHAKTUBALIUU OTPEENIEHHBIX O€TKOB MUTOXOHIPHUAILHOW MEMOpAHBI -
Ha YpOBHE I1eJiol pactutenbHOM kieTku. [lomMmumo u3ydenuss mexanu3moB mnepenoca JJHK
pa3paboTaHHBIE HAaMH KOMIUIEKCHBIH TOJIXOJ MOXET OBbITh HCHOJb30BaH B JalIbHEHIINX
UCCJICIOBAHMSIX T10 MIOMCKY CUCTEMBI TpaHC(HOpPMAIIH MUTOXOHAPHUATBHOTO TEHOMA PACTCHHIA.

HN3yyenue kuHerHM4yecKHX Xxapakrepucruk ummnopra JHK koporkoii m cpennei
JAJHUHBI B PACTHTE/IbHbIEe MUTOXOHAPUH

Konnenrpanust cyocrpara — OAMH W3 HambOoliee BaKHBIX (PAKTOPOB, OIPEIESIISIONINX
CKOPOCTh (pEpMEHTATHUBHBIX peakuuidl. Y OAHHX (EPMEHTOB KpHUBas UMEET TUIEepOOIHYECKYIO
bopMy, y ApYrux - cuirMouHyto (puc. 6).

Panee Oputo moka3zaHo, uTo pabora mepeHocuuka aneHuHHYKIeoTHnoB (AHT)
ONHKCBHIBACTCSI B paMKaxX KHHETUKH paboThl (epMeHTa, MMEIOUIEr0 OJWH cyOcTpar, Hu
WJUTFOCTUPYETCSI CATMOUTHOM KpHuBOii (puc. 6). B cnyuae AHT pesynpTraTom cyOCTpaT-0€1K0BOTO
B3aMMOJEHCTBUS SBJISIETCA HE MPOAYKT PpEaKLUMH, a NEpEeMEUICHHE B MAaTPUKC MUTOXOHJAPUI
(Scherer et al., 1973; Schultheiss et al., 1984).

Ucxons w3 storo, mbel mpeamonoxwmm, uro Oenku (AHT wu, BeposiTHO, apyrue),
dbopmupyroiue MmeMOpannyto nopy ans tpancnoprta JJHK, umeroT caliTel ¢ pa3HbIM CPOJICTBOM
HE TOJIBKO K aJICHHUHYKIICOTHIaM, KaK 3TO paHee Moka3aHo, HO B ToM uucie u k JJHK.

CKopocTb pepmMeHTaTUBHOM

peakuyuu

KoHuyeHTpauua cybctpara
Puc. 6. TunuuHas KpuBas 3aBUCUMOCTH MEXKIY CKOPOCTBIO PEAaKIMU M KOHIIEHTpAIen
cyOcTparta, UMerolasi CHT'MOUAHYIO popMmy

Me1 npennonaraeM, uto xapakrep nornomenus JJHK B 3aBucumoctu oT €€ KOHIIEHTpaluu
OyIeT pazIu4HbIM B ClIy4ae y4acTHUsl OAHOTIO MJIM HECKOJIbKHX MEeMOpaHHBIX KaHaloB (puc. 7).
OTcyTcTBHE HACBILIEHUS Mpoliecca UMIIOpTa OyleT TOBOPUTh 00 OTCYTCTBHU cHEelM(UUECKOro
TpaHcnoptHoro mnytu. llpm ycnoBum, ecim mvmopr JHK ocymecTBiasercs TOJNBKO OJHUM
cneun(UYHBIM ITyTeM, KprBas OyleT BBIXOAMTH Ha IIaTO, yKa3blBas Ha HaChIIIEHHUE npolecca. B
ClIy4ae CJIIOKHOrO Xapakrtepa MexaHusma umnopra /IHK B MUTOXOHApPUH, TPOUCXOASILETO MPU
Y4aCTHM HECKOJIbKMX TpPAHCIOPTHBIX MyTeil, OyneT HaOiroaaThCsi CTYNEHYaTOe HACHIIICHUE
mporecca.

a 6 8

AKTUBHOCTb
AHK-nepeHocumnKa
AKTUBHOCTb
AHK-nepeHocuyuKa
AKTUBHOCTb
AHK-nepeHocuunka

AHK-cyb6cTpart, mkr [HK-cyb6cTpat, mkr AHK-cyb6cTpart, mkr

Puc. 7. Cxematnueckoe n3o00paxkeHrne TUnoB kuHeTuku nummopta JJHK B Mutoxonmpuun
(3aBUCHMOCTb aKTUBHOCTHU UMIIOpTa OT KoHUeHTparuu JTHK)
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a) OtcyrcTBue HachimeHus npouecca, ummopT JHK He 3aBucuT 0T crieruduaHOTo TpaHCHOPTHOTO ITYTH;
0) Haceimenue nporecca, uMropt JJHK ocymecTBiaseTcs: oqHIM CrieluGUIHBIM ITyTEM; B) CTYIICHUATOE HACBIIICHUE
npouecca, umnopt JAHK npoucxoaut npu y4acTuu HECKOJIBKUX TPAHCIOPTHBIX MyTEH.

OKCIEPUMEHTHI MO H3YYEHUIO KUHETH4Yeckux cBoicTB umnopra JIHK mnpoBoawnu ¢
UCIIOJIb30BAHUEM H30JIMPOBAHHBIX MUTOXOHIpH KapTodens (puc. 8). [lpu ucrnons3oBaHum st
umriopta ¢parmenra JIHK manoit mmunber (269 m.H.) MBI HaONIOAQIM MPAKTHYECKH ITOJTHOE
OTCYTCTBHUE HACHIIIEHUS IpoIlecca MO Mepe YBEIHMUEHHs KOHIIEHTPAIK CyOCTpaTa: KOJIUYECTBO
nornomenHor JIHK yBennuuBanocs nponopiironansHo konudectBy JIHK, noGaBieHHo# B cpeny
MHKYOaIMu ¢ MUTOXOHApUsME (puc. 8, a). B ciyuae numnopra ¢pparmenta JTHK cpenneit anmuHb
(2,7 t.m.H.) ObLIa BBISIBJICHA CTyIeHYaTas 3aBUCUMOCTh mporecca ummnopra [IHK ot ee
KOHLEHTPALlMU: KpUBas TPUXK/Ibl BBIXOAMIIA HA IJIATO, YTO YKa3bIBAET HA BOBJIEUEHHE B IPOLIECC

UMITOPTA JOIOJIHUTEIBHBIX TPAHCIIOPTHBIX MyTel (puc. 8, 6).
a
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(269 n.H.), OTH. ea.

(2,7 T.n.H.), OTH. eA.

o
o

CopepxaHue cpparmenta JHK
o
o

Copepxanue pparmerta AHK

EWHH :mmﬁﬂmﬂﬂ

0,125 0,25 0,5 3 4 6 8 0,06250,125 0,25 0,5 0,75 3 4
Konuuectso noﬁaaneuuoﬁ OHK, mkr

o

Konuuectso nobasnenxoi OHK, mkr

Puc. 8. Ananus kuaernku umnopra JIHK (a) manoi, 269 n.1., umu (6) cpeanei, 2,7 T.1.H.,
JUTHHBI B MUTOXOHIpHH S. tUDErosum ¢ ncrnosb3oBanueM KojunuecTBennoi [TLP

Nuky6armio JTHK (ykazaHo Koau4uecTBO B Kax 101 mpode) ¢ MutoxouapusMu (100 Mkr Geika) MpoBOAMIN
B TeyeHue 10 mun. MT/IHK skcTparupoBamu u anamusuposainu ¢ nmomoinsio [11P-PB. IIpencraBneHo copepsxanue
(parmenra rera GFP, HopMmupoBaHHOE Ha conepkanue sHnoreHHoro reaa NAD4. KommaecTBo cyOcTpaTa B mpodax
«1 Mxr» (r) 1 «0,5 MKr» (1) 115 pparmenToB 269 N.H. 1 2,7 T.I1.H., COOTBETCTBEHHO, IIPUHSATO 32 YCIOBHYIO SIUHHUITY.

[Ipencrasnens! pe3ynbraTtel He MeHee 10 OnMoIOTMYECKMX MOBTOpHOCTEH. JIOMyCKM Ha auarpaMme MpeicTaBIITIOT
CpeHEeKBaIpaTHIHbIE OMINOKH.

Takum 00Opa3oM, BbISBIEHHAs CTyNEHYaTas 3aBUCHUMOCTb MHTEHCHUBHOCTH IOTJIOIIEHUS
MUTOXOHJIpUSIMU (h)parMeHTOB cpeqHeil AmuHbl (2,7 T.I.H.), HO HE Mol AuHBL (269 1m.H.) OT
koHueHTpauuu /JHK cBuzierenscTByeT 0 CyliecTBOBaHMM HECKOIBKUX MEXAHW3MOB TPaHCIOpPTa
JIHK B MUTOXOHIpHH, 3aBUCUMBIX OT JITMHBI TPAHCIIOPTHUPYEMBIX MOJIEKYJI.

N3yuyenne posn MeMOpaHHbIX 0eJ1KOB MUTOXOHAPHI apadunoncuca B umnopre JTHK
Pa3Hoil NJIMHBI

JInst BBIMOJIHEHHS 3aJaud MO M3YYEHHUIO POJM KaHAMJATHBIX MHUTOXOHIPHAIBHBIX
MeMOpaHHbBIX OenkoB B TpaHcmopre JHK B wmutoxoHapuum Hamu Oblla mpoBeaeHa
MOJATOTOBUTENbHAs paboTa, BKIo4aBmias dTanbl (1) 3aka3a cemsH nuHUE apabumorcuca,
MYTaHTHBIX 10 W30paHHBIM T€HAM W TOJYYEHHS TOMO3UTOTHBIX PACTCHHH 3THUX JHMHUH, (2)
(EHOTUNTNYECKOW XapaKTePUCTUKKM MYTAHTHBIX JIMHAUA W TOCIEAYIONEro HapaluluBaHUSI
PaCTUTEIHPHOTO MaTepuaia, JOCTaTOYHOTO JJISI TTOCTAHOBKHM JIKCIEPUMEHTOB. TakuM 00pa3zom
HaMH OBUIM TIOJYYEHBI HECKOJHKO TOMO3WTOTHBIX JIMHHH apabujorcuca, Ha3BaHHBIX vdacl,
vdac?, vdac3, vdac4, tspo, drp3a, drp3b, om47 u mic60, B coOTBETCTBHHU ¢ 0003HAYEHUSIMHU ['€HOB,
nHakTUBUpoBaHHBIX BcTaBko T-JIHK. ®enorunuueckue pazniuuus HMeENId TOJIbKO TpHU
MYTaHTHBIX JTUHUHU 110 u30hopmam MutoxoHapuaibHoro nopuna VDACI, VDAC2 u VDACA4.

OcCOo0eHHO BBIpaKEHHBIE PA3IMyUs C JIMHHEW JUKOro TUMa Mmoka3zaHsl i uzopopm VDAC2 u
VDACA4.
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Pons m3odpopm VDAC B ummnopre JIHK pasHoii mimuHBl ObUTa HMCClieloBaHA HaMHU C
MOMOIIBI0 ABYX cucteMm: in organello u in vivo. Jlns npoBeneHus KCCICI0BaHUN B cucTeMe in
organello 6buM HCMONB30BaHBl BEe MyTaHTHBIe JnHUH, Vdacl u vdac3, moCKOabKYy IS STHX
JMHUAN, B OTJIMYME OT YaCTUYHO CTEPWIbHBIX JuHHMU vdac2 u vdac4, oka3anoch BO3MOXKHBIM
BBIpAIIMBATh JOCTATOYHOE Il BBIACICHHS MHUTOXOHJAPHIA KOJIUYECTBO PAaCTHTEIHHOTO
matepuaia. Mcxoms ©3 pe3yslbTaTOB CKAaHMPOBAaHUSA (DIYOpECICHIIMM W aHaiM3a B
kosmdectBeHHOW [P, MUTOXOHApHH, BBIJICJICHHBIE W3 MYTaHTa, XapaKTEPU3YIOIIEroCs
orcyrctBueM u3zohopmbl VDACI, tpancnoprupoBanu JIHK c Gombiieit 3¢deKTHBHOCTRIO B
CpaBHEHHH C MUTOXOHJIpUsAMHU qukoro Tuma (puc. 9, a, ¢). [Ipu 3TOM, yCcHICHHE aKTHBHOCTH
MHUTOXOH/IPHAILHOIO MMIIOPTa Y 3TOTO0 MYyTaHTa HE BBIKA3aJ0 CIEHU(UYHOCTH B OTHOIICHUU
JUTMHBI TpaHcopTupyemoi monekynbl JIHK: ais Bcex yeThIpex TeCTHpPOBABIIUXCS CyOCTPATOB
(269 m.u., 852 mH., 2,7 T.H. 1 9 T.aLH.) Mbl HaOJIOJANM CTUMYJIALMIO Mporecca. B
IPOTHBOIOJIOXKHOCTh 3TOMY, 3()(EKTHBHOCTH HMMIIOpPTA B MUTOXOHJIPHH JUKOTO THIIA U
MyTaHTHbIe 110 u3odopme VDAC3, He paznuyanacs (puc. 9, 0, 2).

a S A S N A 6 AT T LI
N A% A’ S a G P\
S FSE Y WG ¢
2,7 T.N.H. 2,7 T.N.H.
—_— "
852 n'H. ~ —_— S e
852 n.H.
—> - —>  ——
269 n.H. 269 n.H.
8 e
muCol-0 Ovdac1 uCol-0 Ovdac3

~

18
*k

1,6
1 * 14
- *kk 1,2
1
*¥ 08
0,6
04
0,2
0 T T T 0 T T T g

269 n.H. 852 n.H. 2,7 T.N.H. 9 T.N.H. 269 n.H. 852 n.u. 2,7 T.N.H. 9 T.N.H.

N W A o

Copepxanue chparmeHnTa
OHK, oTH. ea,

Puc. 9. Anamus umnopra JIHK in organello B Mmuroxonapuu apabuoncuca TUKOTO THIIA
(Col-0) u Hokayr-myranToB 1o uzodopmam VDAC (vdacl u vdac3)

(a, 6) llpencrasieH pe3yipraT aHanu3a ummnopTa duyopecientao meueHoit JJHK. Umnopt JJTHK pazmepom
269 m.H., 852 m.H ¥ 2,7 T.IL.H. IPOBOJWIM B MUTOXOHIPHUH, H30JIMPOBaHHbIe U3 MpopocTkoB aukoro Tuma (Col-0),
HokayT-myTantoB vdacl (¢) u vdac3 (). Busyanusamus (ryopecueHTHO MEYEHBIX (parMeHTOB MPOBEICHA C
nomorpio ckanepa GE Healthcare; (s, 2) ananmu3 nmmnopra JIHK pasnoii mmusbl ¢ ucnosnb3oBanuem [1L[P-PB. B
MUTOXOH/IPUH, H30JIMPOBAHHBIC M3 MPOPOCTKOB JWKOTO THma ¥ MyTtaHToB vdacl m vdac3, mpoBOAMIH HMIIOPT
¢dparmentoB IHK paszmepom 269 m.H., 852 m.H., 2,7 T..H. 1 9 T.I.H. [Tocme nmmopra Mutoxouapuaibayo JTHK
SKCTPArvpoOBaIM M WCHOIB30BAIM s aHanu3a B KonmmuecTBeHHoW III[P. Ha rpadumke mokazaHo oTHOCHTETbHOE
KOJIMYECTBO JieTeKTHpoBaHHOrO (parmenra rena GFP (ummoprupoBannas JIHK), HopmupoBannoe k NAD4
(muroxonnpuanshas JJHK). IlpencraBiensl naHHbIE HE MeHee 5 HE3aBHCHUMBIX OHMOJIOTHYECKUX ITOBTOPHOCTEH.
VYposeHb umrmopra sk3oreHHoro ¢parmenta JJHK B murtoxonapum apabunorncuca n3 ymauu Col-0 mpunsT 3a
YCIOBHYIO enuHMIly. Jlomycku Ha jauarpammax 0003HayaroT CTaHAApTHBIE OTKJIOHEHHS; ** — CTaTHCTHYECKH
3HauuMble pazianuns npu P<0,01 wm 0,02, *** — npu P<0,001.

B skcniepumenTax in vivo Obla ucciegoBada poiib Bcex yetbipex uzohpopm VDAC (puc.
10). Pesymprarel mo ummopty JHK B MuToXoHapuum MyTaHTHBIX JUHUN vdacl w vdac3,
MOJIYYCHHBIC B CUCTEME in organello, ObLIN MOTHOCTHIO TIOATBEPKICHBI TAHHBIMU, TIOJTy4YE€HHBIMU
B JKCIIEPUMEHTAaX in Vivo: MPOMCXOJIWIa aKTUBAIMs UMIIOPTa B MUTOXOHJAPHH, MYTaHTHBIE 11O
o6enky VDACI, a orcyrcrBue nzodopmel VDAC3 e Bausiiio Ha dpPexkTHBHOCTh uMIiopta. B
cllyyae OTCYTCTBHUSI B MUTOXOHJIPHAJIbHON MeMOpaHe 1ByxX aApyrux uzopopm VDAC2 u VDAC4
Takke ObUTa BBISBICHA CYIIECTBeHHas akTuBanms mponecca wumnopra JIHK, ocobenno
BhIpa)KEHHast pH 0TCyTCcTBUH n30dopmbel VDAC?2.
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Puc. 10. Ananu3 umnopra JTHK in vivo B MUTOXOHApPUH TPOTOILIACTOB apabHaoICHCca

mukoro tuna (Col-0) u HokayT-myranTo mo uzodopmam VDAC (vdacl, vdac2, vdac3, vdac4)
[porommactse TpanchopmupoBanu pparmenrom JHK pazmepom 2,7 T.1m.H. [Tocie nakyOanuu B Teaenue 20
4 U BbLAeNeHUs MUTOXOHApUH, MTAHK skcTparupoBanu M HCNONb30BAIX AJs aHainu3a B KoundecTBeHHOM III[P
(IIIIP-PB). Ha rpaduke moka3aHO OTHOCHTENBHOE KOJHYECTBO ICTEKTHpOBaHHOTO (parmenta reHa GFP
(mvmnoptuposanHas JIHK), HopmupoBannoe k NAD4 (mutoxonapuansHas JJHK). IIpenctaBneHs! JaHHBIE HE MEHee
TpPeX HE3aBHCHMBIX OHOJIOTHYECKHX MOBTOPHOCTEH. YpPOBeHb HMIIOpPTa (parmMeHTa 2,7 T.IL.H. B MHUTOXOHIPUH
apadbumoricuca nuHuM Col-0 mpuHAT 3a YCIOBHYKO eauHuUIly. Jlomycku Ha JauarpaMMe IpPEACTaBJISIOT
CpEIHEKBaIPATUUHBIC OLIHOKY; ** — cTaTUCTUUECKH 3HaUYUMBbIe paznuuus npu P<0,01 wiu 0,02, *** — mpu P<0,001.

Vcxonst u3 UMEIOMIMXCS B HAIIEM pacnopsbkeHuH (GaktoB, a umeHHO: (1) B ummopte JJTHK
B MUTOXOHJIPUM Y4YacTBYeT O€JOK BHEIIHEH MHUTOXOHApHanbHOH MeMmOpansl VDAC
(Koulintchenko et al., 2003, 2006; Weber-Lotfi et al., 2009); (2) B MuUTOXOHIpUSIX apaOuaoIcuca
HPUCYTCTBYIOT YeThlpe (hyHKMoHanbHble n30¢opmbl VDAC (Tateda et al., 2011); (3) orcyrcTBUE
uzopopm VDACI1, VDAC2 u VDAC4 nipuBonuT K 3HaUUTENbHOM akTuBanuu umnopta JTHK B
MUTOXOHAPUH apabUI0TICHCa - MBI PEIINIM POAHAIN3UPOBATh YPOBHU KCIIPECCUN KOUPYIOLTHX
u30gopmbl VDAC reHOB B MYTaHTHBIX JIMHHUAX apaOHI0TICHCa, Y KOTOPBIX OTCYTCTBYET OJHA U3
uzodopm atoro Oenka (puc. 11).

6 EVDAC1 OVDAC2 ®mVDAC3 @aVDAC4
* %k

k%

OTHOCHUTEenbLHOEe
coAepxxaHue TpaHCKpunTa

vdac1 vdac2 vdac3 vdac4

Puc. 11. CozmepxaHue TPaHCKPUIITOB I'eHOB, Koaupyromux uzodopmsl VDAC, B nuHMAX

apabuI0TICHca, MyTaHTHBIX 110 OJIHOM 13 ero u3odopm (vdacl, vdac2, vdac3, vdac4)

[IpencrapieHs! JaHHBIE TPEX OMOIOTMYECKHX MOBTOPHOCTEN. J{jist HopManm3amyu ObIT UCTIONB30BaH SACPHBIN TeH
YLS8. YpoBenp tpanckpunta B juHuu Col-0 HpuHAT 3a yCIOBHYIO eauHUIly. J[omycku Ha auarpaMmax 0003Ha4aroT
CTaH/IapTHBIE OTKIOHEHHS. * — CTAaTUCTUUECKH 3HauMMBble pazmdust npu P<0,05, ** — npu P<0,01 nim 0,02, *** — pu
P<0,001.

[TposeMOHCTPUPOBAHO, YTO BO BCEX MYTaHTHBIX JIMHMSX 32 MCKIIOUeHHeM Vdac3 ycuieHa
akcrpeccust TpanckpunTa u3ogopmbl VDAC3. Mbl momaraeM, 9to 3TO MOXKET OBITh CBSI3aHO C
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BKJIIOUEHHEM KJIETOYHOTO MEXaHHM3Ma, HalpaBJI€HHOI0 Ha KOMIICHCALMIO HEIOCTAOIIETO
TPAHCHOPTHOTO O€NKa MHUTOXOHIAPHATbHONH MeMOpanbl. OfHaKO 3Ta aKTUBALMS HECIOCOOHA
KOMITEHCHPOBATh MyTaHTHBIN (heHoTHI JMHK# Vdac2 u vdac4, UMErouX 3HaYUTEIbHbIC HAPYIIICHUS
B pa3sutuu u QeprwibHocTh (Tateda et al., 2011; namm ganabie). Spnsercs mu VDAC3 nckoMbiM
KJIFOUEBBIM (PAKTOPOM HMMIIOpPTA BO BHELIHEH MUTOXOHIpPUABHOM MeMOpaHe, OCTaeTCs HESCHBIM.
[TpoTHB 3TOrO MPENOIOKEHNSI CBUICTEIBCTBYIOT JAHHBIE, TIOKA3bIBAIOIINE OTCYTCTBUE CHIDKCHUS
uHTeHcHBHOCTH nmmopra JTHK B MmutoxoHapusx myranta vdac3.

Taxke HamMu OBUIO HCCIEIOBAaHO BIMSHHE WHAKTHBAIMM psia Jpyrux OelKoB
MHTOXOHIApHAIbHON MemOpansl Ha mmmopt JTHK in organello u in vivo. MUTOXOHIpHATBHBII
OenzoauazenuHoBelii perentop TSPO jokann3oBaH B HAPY)KHOM MUTOXOHIPUATBLHOW MeMOpaHe
(Lindemann et al., 2004). B ompeneneHHBIX CHUTYyaIsIX STOT OCJIOK CIIOCOOEH (HOpMHUpPOBATH
BPEMEHHYIO TIOPY B MUTOXOHPHSX >KUBOTHOTO MPOUCXOXKICHHS (KOMIUIEKCHI ¢ mopuHoM U ANT B
caiiTax KOHTaKkTa IByX MeMOpaH). Mcxoas M3 MpeAnoyioxeHus O MOTEHIUATbHOM CIIOCOOHOCTU
pacturensHoro TSPO dopmupoBars komrutekcsl ¢ VDAC u AHT, oxHol u3 3a1a4 paboThl ObLIO
npoBeputh rumnote3y 06 yuactuu TSPO B umnopre IHK B mutoxonapuu pactenuii. benok BHeniHen
meMOpansl OM47 Obi1 BbIOpaH HaMH BBHIY €r0 y4acTHsS B TpPAHCIOPTE METa0OIMYECKUX
MHTEpMeInaToB U3 U BHYTps Mutoxouapuii (Li et al., 2016). [Tokazano, uto MIC60, nokanu3oBaHHbIH
BO BHYTPEHHEH MeMOpaHe MUTOXOHIPHA, SBIAETCA CYObEeAMHUIIEH MHUTOXOHIPHAIBHOTO
TpPaHCMEMOPAHHOTO JITIONPOTenHOBOTrO KoMiutekca (MTJI) u MokeT MOTeHIIMaTbHO y4acTBOBATH B
(bopMHpOBaHUK MEKOPraHe/UIbHBIX KOHTAKTHBIX caiitoB (Michaud et al., 2016). benku DRP3A u
DRP3B y4acTByIOT B mpolieccax MHUTOXOHJIPHAIBHOTO JIEJICHHS, BbI3bIBAsS YaCTHYHOE M3MCHEHHE
MOP(OJIOTUH MUTOXOHAPHIA, YTO MPEANOIOKUTEIBHO MO0 UMeTh BiusHue Ha umnopt JHK B
mutoxoHapun (Fujimoto et al, 2009; Aung et al, 2012). OxgnHako, HECMOTPS Ha TEOPETHYCCKU
BO3MOXKHOE BOBJICUEHHE TepeUnClieHHbIX O0enkoB B ummopre JJHK, ux BiausHUS Ha 3TOT mpoliece, B
OCHOBHOM, HE ObUIO BbIABIEHO. MemOpanHbiii Oenok TSPO MoxkeT OBITh 4YacThiO ONHOTO W3
MEXaHU3MOB HMMIIOpTa ()ParMEHTOB CPEIHEH UIMHBI B MUTOXOHIPUH apaOWJIOTNCHCa B YCIOBHSIX
NOBBIIIEHHBIX KOHUEeHTpaui JIHK.

Hccnenopanune 3apucumoctu 3¢pdexrnsuoctn umnopra JHK or rereporennocrn
MONYJIAIMU MUTOXOHAPHU I

IIpu uccrnegoBanuu poiau MeMOpaHHBIX OenkoB MuToxoHApuit B ummoprte JHK c
UCIIOJIb30BaHUEM PACTECHUH apaOK0IICHCca NHOT'/IA B TOJIILE IPAJUEHTA IEPKOJUIAa Mbl HAOII0JalIn
pasjieJieHHe OCHOBHOI'O MHUTOXOHJAPHAIBHOIO CJIOS Ha JBa HE3aBHCUMBIX OaHJa, YCIOBHO
0003HaYeHHbIC HAMH BepXHEil 1 HIKHEH Qpakiusimu (puc. 12, a). Mbl npeAnoaoXuin, 4To, 1o
BCEH BUAMMOCTH, UMEEM JIEJI0 C MUTOXOHIPUAIbHBIMH CyOrnonmynsauusiMu. CTOUT OTMETHTb, YTO
paHee Ui MUTOXOHJIpUM apabuaoricuca npy pa3fesieHuu B IpaJUeHTe MJIOTHOCTU MEePKoJuIa He
ObUIO MOKa3aHO CYIIECTBOBAHMS MUTOXOHJPUANIBHBIX cyOmonmyssiuuid. B aToit paGore Obuin
MCIIOJIb30BaHbl TAK)KE U JIBA JPYTUX PACTUTENBHBIX 00BEKTA.

a 6 8
s 3
18% 18,5%

0,3M

11

v

1,2M

Puc. 12. OT60p MUTOXOHIPUATEHBIX (YPAKIIUI U3 JINCTHEB apaOuI0TICHCa, KOPHETIIIOOB PEThI
Y STHOJIMPOBAHHBIX MPOPOCTKOB KYKYPY3bl
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IpencTaBieHo THIIMYHOE pa3elieHHe B CTYIIEHYaTOM IPajieHTe nepkoiuia (a, 6) muroxoHapuii u3 A. thaliana (a),
B. rapa (6) u B IMHENHHOM IpaeHTe caxapo3bl (6) MUTOXOHIPHIA, BBIIEIEHHBIX 13 Z. Mays; 1 — BEpXHss MUTOXOHAPHAJIbHAS
(hpakuwst, 2 — HIKHSS MUTOXOHAPHATbHAS (PPaKIws.

JIBe ppakumu, BEpXHSs U HUKHIS, ObLIH MOJIyYEHBI IIPH pa3zesieHnu MUToXouapuit (1) u3
KOpHEIUT0/10B perbl (Brassica rapa) B cryneH4aTom rpajineHTe IIOTHOCTH MEPKOJLIIA, a Takke (2)
U3 STUOJUPOBAHHBIX MIPOPOCTKOB KYKYPY3bl (Z€a Mays) B JTHHEHHOM TPaMeHTe caxapo3sl (puc.
12,6 u 6).

W3 nutepaTypHbIX UCTOYHUKOB U3BECTHO, YTO MUTOXOHpHUANIbHAS MONYJSAIUs 00sagaeTt
rereporeHHocTbio. COrnacHO S3TUM JIaHHBIM, [1apaMETPbl, IO KOTOPBIM XapaKTEPU3YIOT
CyOmomyJisiliiy, BKIIOYAIOT TE€HOMHYIO T€TepPOreHHOCTh, CTPYKTYpPHO-MOp(doioruueckue
pa3iauuus, IUIOTHOCTh M pa3Mep OpraHeill, MEXOPIraHEUIbHbIE B3aUMOJICHCTBUS, BEINYUHY
JBIXaTEeJIbHOTO KOHTPOJIs, TPAHCMEMOpaHHBIN MOTEHIIUAT U JpYTHE.

Hamu Obuto  mpoBeaeHo  uccinenoBaHue  ocobenHoctedt  mmmopra JIHK B
MHUTOXOHpHATIbHBIC (pakiuk apabugorncuca, pernsl U Kykypysbl (puc. 13). IlokazaHo, 4to
MUTOXOH/IPHH BEepXHEH (pakiuH BCEX PACTUTEIBHBIX HMCTOYHHKOB Oosiee 3(P(PEKTUBHO
umnoptupyiotr JIHK 1Mo cpaBHEHHIO ¢ MHUTOXOHAPHSIMH HIKHeW ¢pakuuu (puc, 13, a).
Copnepxanne MT/IHK B BepxHeil n HIKHEW MUTOXOHIPHATIBHBIX (PPAKIHIX apaOuaoncuca, pernsl
U KYKypy3bl He paznudanock (puc. 13, 6).

a 6

OHwxHAA chpakuma B BepxHsas dpakuus
3,5 1 ¥k k

2,5 1 ks MmﬂHK_>-.--__ -—--’ - A

2 *kk ! g =
5 - -

1,5 1 .o

1 = - "'!‘

CopepxaHue dparMmeHTa
OHK, oTH. e
o
(3.}

A. thaliana Z. mays B. rapa

o

A. thaliana B.rapa Z.mays

Puc. 13. KauecTBeHHslit 1 konuuecTBeHHbIH aHanu3 MTHK, skcTparupoBanHoii nocnie
umnopra JJHK pa3zHoil 1irHbl B MUTOXOHIPUM pa3iINuHbIX (pakiuil

a) Dddexrunocts umnopra JJHK Bo dbpakuuu muroxouapuii A. thaliana, B. rapa u Z. mays. KonuuecTBo
nmnoptupoBanHoii JIHK nopmuposanm k komuuectBy 3HporeHHod JIHK, murtoxonapumanmsHOMy reny NADA4.
OddexruBHOCTS MMIOpTa JTHK B HIXKHIOIO MUTOXOHIPHATBHYIO (DPAKLUIO IPUHATA 33 YCIOBHYIO eAUHHUILY. [laHHbIE
MPE/ICTABIICHBI 110 Pe3yJbTaTaM He MeHee 8 OMOJIOrHIecKnX MOBTOPHOCTEH. JloMmyckn Ha JuarpaMMax MpeacTaBIIsioT
CTaHJApTHBIC OTKJIOHEHMS; *** — CTaTUCTHYECKH 3HauuMble pasmauust npu P<0,001; 6) ananmu3 kauecTBa
muroxoHapuansHoit JIHK, skcrparmpoBanHoit mocne wumnopra JHK B Hwxkuioro (1) u BepxHioro (2)
MHUTOXOH/IpHaNbHbIe (hpakuuu 4. thaliana, B. rapa, Z. mays.

W3BecTHO, 4YTO MHUTOXOHAPUHM JABYX pa3HbIX CyOHoOmyJisnuié MOTyT 00JaaaTh
MopdoJIorHUecKUME U cTpyKTypHbIMU pasmuuusimu (Lund et al., 1958; Bakeeva et al., 1999;
Logan etal., 2001; Logan, 2006; Berynosa u Bekrun, 2015). C 1ebio BoISBICHHS 0COOCHHOCTEH
MOP(}OIOTHYECKOTO CTPOCHUS MUTOXOHIPUATBHBIX (PpaKIInid, BRIICIEHHBIX U3 PETBl U KYKYPY3Hl,
MBI TIPOBEJIN aHAJIN3 HECKOJIBFKUX MUTOXOHPUANBHBIX P00 (He MeHee TpexX ISl OJTHOTO BHJA) C
MOMOIIBIO  AJNIEKTPOHHOW MuKpockornuu. Ha pucynke 14 mnpenctaBieHbl pe3ylbTaThl,
JEMOHCTPHUPYIONIUE CTPYKTYPHBIE OCOOEHHOCTH MUTOXOHAPUN HUKHEH WM BEPXHEH (DpaKIIuid.
JInsT MUTOXOHIpHH BEpXHEH MUTOXOHApUANbHON (pakumu (puc. 14, 6 W 2) MOXKHO OTMETUTh
OTCYTCTBHE YETKO CPOPMHUPOBAHHOM CTPYKTYPhI KPUCT B OTJINUME OT MUTOXOHIPUIT HHKHEHN (pakimn
(puc. 14, a u ), B cocTaBe KOTOpOM MOMOOHAsI CTPYKTpa BCTpPEUAIach CYIIECTBEHHO peke. JTa
0Cc0OEHHOCTH ObLITa B OOJIBITICH CTETIEHU XapaKTepHa ISl IIPenapaToB MUTOXOHIPHIA BEpXHEH (paKIiuu
KyKypy3blI (puc. 14, 2) o CpaBHEHHIO C MUTOXOHIPHATLHBIMH TIpEapaTaMy BEpXHEH (ppaKiiy perbl
(puc. 14, 6).
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Puc. 14. DnexTpoHHAs MHUKPOCKOITUS MHUTOXOHIpUATBHBIX (pakmmii pensr (B. rapé)
KyKypy3blI (Z. mays)

IpencraBneHsl  pe3ysbTaThl MHKPOCKOIMYECKOTO HCCIENOBAaHUS HIDKHEH (@, 6) u BepxHeir (0, 2)
MUTOXOHAPHAILHBIX (ppakuuii B. rapa (a, 6) u Z. mays (s, 2). Maciura6: 500 am.

[Ipn M3ydeHHH ABIXATEIHLHOW AKTHUBHOCTH MUTOXOHIPHAIBHBIX (PAKIUM, MOTYIEHHBIX
HaMU U3 JIUCTHEB apabUI0TICHCa, KOPHEIIIO0B PEMbl K STHOIUPOBAHHBIX MPOPOCTKOB KYKYPY3Hbl,
MOKa3aHO, YTO BCE H3ydaeMmble (pPaKIWW TOTJIOMAIN KHCIOPOA M XapaKTepU30BAINCH
compsbkeHreM nbixaHuss u - (ochopunupoBanus. I[lpu noGaenenun mnporonodopa CCCP
(KapOOHMITIIAaHUI-M-XJIOP(EHMUIITHAPA30H) BO BCEX TECTUPYEMBIX MHUTOXOHIPUATBHBIX (DPaKIHsX
MPOUCXOIUIIO pazoOlIeHue abixanust u pochopunupoBanust. AGCOMIOTHBIE BETUUUHBI JbIXaTEIbHOTO
koHTpoIts (JIK) MuroxoHmpuaneHbix (pakimii apadumoncuca cocraBiin 1,76 (BepxHsis ppakiws) u
1,58 (mwxkHsa dpakuus), Uid KyKypy3bl 3TU MOKa3aTelu ObUTH paBHBI 2,23 i BepxHEH (pakiuu
MUTOXOHAPHH 1 2,64 1yist HYbkHel. Hanbolree BRICOKMM ConpshKEHHEM 001a1aii MUTOXOHIPHATHHBIC
bpakmuu  pensl: 2,57 u 2,99 s BepxHeW M HWKHEH (pakimii, COOTBECTBEHHO. B Tabmuie 2
NPUBEICHBI PE3YJIbTAThI OIIEHKH OTHOCHUTEIBHBIX BEJTMUYHH JIBIXaTeIBHOTO KOHTPOJSI M MHTAKTHOCTH
mwkaeil (1) u Bepxueil (2) muToxonapuanbHbIX ¢pakmuii A. thaliana, B. rapa u Z. mays.
CraTuCcTHYEeCKH 3HAYMMBIMU PA3IMYMSIMU TI0 BEJIMYMHE JBIXaTebHOTO KOHTPOJIST MEXK/Ty BEpXHEH H
HIDKHEH (QpakiusMu o0najaii MUTOXOHAPHU BCEX HCCIEAyeMbIX BUAOB (Tabm. 2). HanmMeHbimm
cHIkeHueM nokaszaresns /1K no cpaBHeHMIO ¢ HIKHEN (ppakumeit obnagani MUTOXOHAPUN BEpXHEN
(bpaxuuy, BbIENEHHBIE U3 MPOPOCTKOB apabunoncuca (Ha 11 %). Haubosnblee cHukeHue ObLIO
OTMEUEHO JUTI MUTOXOHIPHIA BEpXHEH Ppakimu Kykypy3bl (Ha 19 %), 4To He yAUBUTEITBHO, IPHHAMAS
BO BHUMAaHHE CTPYKTYPHbIE OCOOEHHOCTH YacTH MUTOXOHJPHIA 3T0i pakimu (cM. puc. 14, 2). Panee
OBUIO TIOKA3aHO, YTO MHUTOXOHJPHH, HAXO/SIIHECS B HIDKHHUX CIOSX TPAJMCHTA, 3a4acTyi0 MMEIOT
Oosee BBICOKMII IbIxaTenbHbIi KoHTpoib (Lund et al., 1958; Nishimura et al., 1982; Dai et al., 1998;
Petrussa et al., 2008), yeM MUTOXOHIPHHM BEPXHUX CJOEB TpaaueHTa. [Ipu 3TOM HMHTaKTHOCTH
MHUTOXOHAPHAIBHBIX TpENapaToB BEepXHEW W HIDKHEH Qpakiuid He OoTIMYaiach ISl BCEX
PaCTUTEITbHBIX OOBEKTOB, U UMeEJIa JIOCTATOYHO BBICOKHIA mmoka3areb (80-90 %) (Tadm. 2).

Taoauna 2
XapakTepucTuKa MUTOXOHIPHAJIbHBIX (PpaKUuil pa3HbIX PACTUTEIbHBIX BUIOB
Bun Koa¢pdpuuuent IK P HNHTAaKTHOCTH BHENIHEH Yposens P
pacreHust MeMOpaHbl HMIIOpPTA
1 2 1 2 1 2
A. thaliana 100 % 89 % <0,02** 75-80 % 100% | 163% <0,001#**
B. rapa 100 % 84 % <0,02** 80-85 % 100% | 187 % <0,001***
Z. mays 100 % 81% <0,05* 80-90 % 100 % | 266 % <0,001***

[IpencraBneHbl OTHOCHTENBHBIE BETHIUHBI K03 duirenTa aerxatensHoro kouTpons (JIK), naraktHOCTH M
YPOBHS UMIIOPTa MUTOXOHAPHAIBHBIX (pakiumi, BeraeneHnbix u3 A. thaliana, B. rapa u Z. mays. IlpezacrasieHst
naHHble He MeHee Tpex (BennuyuHa /1K) 1 BocbMU (YpOBEHD UMITOPTa) HE3aBUCHUMBIX OHOJIOTHYECKUX TOBTOPHOCTEH.
IIpumeyanue: 1 — MUTOXOHAPUH HIDKHEH (pakmuu, 2 — MUTOXOHAPHH BepXxHeil (ppakium; P — ypoBeHb 3HAYNMOCTH
pasIUYni MEXKITy BEpXHEH U HIKHEH ppakuusamu; *, **, *** - ctaTHcTHYECKN 3HAYMMBIE Pa3IAIHSL.
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Ipu npoBenenmnu smekTpodope3a MUTOXOHAPUAIIBHBIX OCIIKOB B MOIMAKPUIAMUIHOM Telle U
OIIpEe/ICNICHNs] aKTUBHOCTH JIbIXaTeNbHBIX KoMIuiekcoB MeronoM BN-PAGE, a Ttaxke u3MepeHuH
aKTUBHOCTH CYKLMHATAETHJPOreHas3bl CYLIECTBEHHBIX pPa3IMuuil MexXIy AByMs (pakiusaMu
MHTOXOHJIPHIA PETIbl U KYKYPY3bl HE OOHAPyX EHO.

Hcxons W3 COBOKYITHOCTM IOJIYYEHHBIX HAMHM JAaHHbBIX, OYEBUJHO, YTO MHUTOXOHJAPHH,
BBIZICIISIEMbIE U3 JIMCTHEB apaOWIOINCHCA, KOPHEIUIOAOB PEIbl WM ATHOJMPOBAHHBIX MPOPOCTKOB
KYKYpY3bl, IPEACTABIISAIOT OO0 reTepOreHHyI0 MOMYJISILUI0, COCTOSALIYI0, KAK MUHUMYM, U3 JIBYX
MHUTOXOHJpHATBHBIX —cyOnomymsituid. [Ipu  BbIgeneHMHM MHTOXOHAPHHA 3TH  CYONOMYJSIIUH
pacrosyiaratloTcs B Pa3IMYHBIX CIIOAX TIpaJueHTa IUIOTHOCTH. Mbl monaraeM, 4TO YCUJIEHHE
3} dexTHBHOCTH UMIIOpTa B MHUTOXOHIPUHM BEepXHEH (pakiMu HE CBA3aHO CO CHIDKCHHEM HX
MHTAKTHOCTH, IOCKOJIBKY 3TOT IOKa3aTellb ObLI JOCTATOYHO BBICOKMM JJIsI MUTOXOHIPUH 00eux
¢paxuuii (Tabn. 2). Tem He MeHee, HIDKHSAS MUTOXOHIpUaNbHAS (DpaKIMs MMeia B CBOEM COCTaBe,
Hapsiy ¢ TUIIMYHBIMA MUTOXOHJPHUSAMH, OPraHeIUIbl Co ¢1ab0 pa3BUTOM cucTeMoi KpucT (puc. 14) u
XapaKTePU30BAIaCh HEKOTOPHIM CHIDKEHHEM JbIXaTeNIbHOW aKTHMBHOCTU IO CPAaBHEHHIO C HIDKHEH
¢bpakmueit (tadbm. 2). BepostHO, 3ddektuBHOCT, mMMmnopra JHK B 3HauuTensHON cTeneHu
OTIPENIENAETCS CTPYKTYPHOM OpraHu3aiueit ABONHON MUTOXOHIPUATbHON MEMOpPaHbL, KOTOPasi B CBOIO
o4epesib CYLLIECTBEHHO 3aBUCUT OT KauyeCTBa M CTENEHH 3pENOCTH BHYTpEeHHEH MeMOpaHbl. MOKHO
HPEIOJIOKNUTh, YTO HIDKHAA (DpakiMs MUTOXOHIPHHA COAEPXKUT Oojiee 3pesible MUTOXOHIPHH, a
BEPXHSSI — MUTOXOHIPUHM Ha Pa3HBIX CTAJMSIX CO3PEBaHMs, a PACIOIOKEHHE STUX (pakiuili B
rpaJuieHTe INIOTHOCTH Oy/IET OTpaXkaTh B HEKOTOPOM POJIE CTENEHb UX CTPYKTYPHBIX PA3IUUHUiL.

3AK/IIOYEHUE

B pesynbrare npoBeneHHO# paboThI MOMy4YeHbI PUHIMITHAILHO HOBBIE TAHHBIE O (haKTOpax
TPAaHCIIOPTHOW CHUCTEMBI PACTUTENIBHBIX MUTOXOHIPHH, y4acTBYIOIIMX B npouecce ummnopra JJHK.
Panee 6bu10 nokazano, uro umnopt JIHK npoucxomur ¢ yuacruem nopuna (VDAC) Bo BHelHel u
asileHnHHYKJIeotuaTpancinokassl (AHT) Bo BHyTpeHHel MemOpanax mutoxonapuit (Koulintchenko et
al., 2003), otHaKo 3TOT MPOLIECC HE OTPAaHUYMBAETCS] YYACTUEM 3THX JIByX MEMOpaHHbIX O€JIKOB U, IO
BCEW BUJJMMOCTH, ITIPOMCXOUT MIOCPEICTBOM HECKOJIBKHUX AJIbTEPHATUBHBIX MEXaHU3MOB IIPH Y4aCTHH
pasHoobpa3Hbix OenkoBbix KomiuiekcoB (Weber-Lotfi et al.,, 2015). Mcxons u3 »Toro, Mel
NPEANONIOKWINA, YTO AaKTUBHOCTH mpouecca mmnopra JIHK moxer He Tombko 3aBHCETH OT
¢ynkiponupoBanust  cneuuduueckux  JIHK-mepeHocunkoB,  KOTOpble €€  MPEICTOUT
UJICHTU(PUIMPOBATH, HO U UMETh CJIOKHYIO KMHETHUYECKYIO 3aBUCHMOCTh OT KoHueHTpamyu JIHK-
cyOcTpaTa, a TaKKe MEHSATbCS B 3aBUCHMMOCTH OT METabOIMUYECKOTO COCTOSIHUSI MUTOXOHJIpUM B
KieTke. B cBoro ouepernb, MeTabonuueckoe COCTOSHIE MUTOXOH/IPUI TaK)Ke MOXKET BHOCUTH BKJIA] B
xapakrep mnponecca mMmnopra JIHK BBuay TOro, 4ro MHUTOXOHApPHAIBHAS IOMYJISALMUS YacTo
NPE/ICTABISIET CMECh HEOAHOPOJHBIX OpraHeill, ONIMYAIOIMXCA II0 CBOMM CTPYKTYPHO-
¢dbyukunonanpHbIM cBorcTBaM (Lund et al., 1958; Bakeeva et al., 1999; Logan et al., 2001; Logan, 2006;
Berynosa u Bekmun, 2015). B cuity Bblliecka3aHHOT0, B paMKax JaHHOW paOoThI Obl1a IpeanpUHsTa
TIOTIBITKA MPUOJIM3UTRCS K TOHUMaHKI0 Mexanu3ma umriopta JJIHK, ero 3akoHoMepHoCTE# 11 hakTOpoB,
BIMSIIOIIMX HA 3TOT mpouecc. s 3Toro HamMu ObUTM MCCIEI0BaHBI OCOOCHHOCTH TPAaHCIIOPTHOM
cucrembl, ydactBytomedt B umnopre /JIHK B pacturensHble MuTOXOHIpuH, BKmoyarouue (1)
KMHETUYECKYIO 3aKOHOMEPHOCTH MpoTekanus npouecca nmnopra JIHK paszHoii mmnbl, (2) ydactue
psiia TOTEHIMAIbHBIX OENKOB-IIEPEHOCUMKOB MUTOXOHIPHAIbHOM MeMOpaHbl U (3) 3aBUCHMOCTD
npotecca nepeHoca JJTHK BHyTpbr MUTOXOHIpPHI OT CTPYKTYpHO-(YHKIIMOHATBHBIX OCOOEHHOCTEH
CyOTOTYJISIIMIA ATUX OPTaHEeI.

IIpy u3yuyeHnn KOHIEHTpaMOHHOM 3aBucuMocTH umrnopta monekyn JAHK pasHoii mmHb! B
MUTOXOHAPHU KapTodenss ObUl MPOJEMOHCTPUPOBAH pPa3HBIA XapakTep 3TOT0 KHHETHYECKOTO
napamerpa st pparmentoB JIHK aByx pasmepnbix kmaccos. s JIHK-cyOcTpaToB manoit [UTMHBI
MIOKa3aHO OTCYTCTBHME CYILECTBOBAHMS CIELU(PHUECKOrO MEPEHOCUUKA BBHIY TOTO, YTO KHHETHKA
UMITOpTa CyOCTpaTa 3TOro pa3MepHOro Kiacca UMesa JIMHEHHYI0 3aBUCMMOCTb 0€3 BBIXO/a Ha IIIaTo.
B npotuBononoxHoCcTh 3TOMY, 17151 cyocTpaTtoB JIHK cpemneli nivmHbI ObIT XapaKTepeH CTYeHYAThIA
XapakTep 3aBUCUMOCTU MHTEHCHBHOCTH MMIopTa oT KoHueHTpauuu JIHK, uto roBopur B mose3y
BBICKa3aHHOW paHee TUIOTE3bl O CYILECTBOBAHUM MHOKECTBEHHBIX MeXaHM3MOB umropra (Weber-

19



Lotfi et al., 2015): npu KakaOM BBIXOJE KPHBOM Ha IUIATO, 1O BCEH BHUAUMOCTH, MPOMCXOIUT
HACBIIIEHWE OJJHOTO W3 TPAHCIOPTHBIX IyTEH M MOSBJICHHE BO3MOXKHOCTH MOJAKITIOYEHHS JIPYroro
mexanusma. Kpusas 3aBucumoctu ummnopra JIHK cpenneil ammMHbl OT €€ KOHLIEHTpalUU TPUK/IbI
BBIXOJIMJIA HA IUIATO, IMO3BOJISISL MPEIONIOKUTh y4acTHEe B 3TOM IPOLECCE KaK MHUHHMYM Tpex
TPaHCIOPTHBIX ITyTeHl.

C nenpro moucka cneuuduuHoro nepeHocurka monekyn JIHK uepe3 mMutoxoHapHanbHyro
MeMOpaHy, Hamu Ob1 uccnenoBad umnopt JJHK B Hokayr-myraHTax apabuponcuca mno Oenkam,
UMEIOIIMM MOTCHIIMAIBHYIO CIIOCOOHOCTh y4acTBOBATh WIIM OKa3bIBAThH BIIHMSHHE HA TOT HPOIECC:
Oenkam BHemHedr memOpansl TSPO, OM47, DRP3A u DRP3B, modopmam VDAC u Oenky
BHYTPEHHEH MUTOXOHpHaIbHOI MeMOpansl MIC60.

[Tokazano, uto OM47, MIC60, DRP3A u DRP3B He npuHUMarOT HENOCPEICTBEHHOIO
yaactuss B ummopre JIHK. [/lng TSPO mnoka3aHo BKIOUEHHME B TMPOIECC MMIIOPTa B YCIOBHSAX
noBblIeHHbIX KoHIeHTpamii JIHK cpeanero pa3mepa, uro, BO3MOKHO, UIMEET CBSI3b C IIOKa3aHHOM
HaMu kuHeTHkoil mmmopra JIHK-cyOctpaToB cpenneil [umHbl. B oTHOImIEHHH 4YeThipex n30(opm
nopuna Tosbko 111 VDACL, VDAC2 n VDAC4 nokasana 3aBucumMocTs rporiecca ummopta JJTHK ot
HAJIMYMS WM OTCYTCTBUS 3THX OSITKOB B MUTOXOHAPHUAITBHONW MeMOpaHe. JTa 3aBUCHMOCTb, O/IHAKO,
OKazaslack 00paTHOM - HaOJrOAJIaCh CTUMYJISILMS UMIIOPTA B MYTaHTHBIX 110 3TUM O€liKaM JIMHUSIX.
I[Tpu 5TOM 3TH TpU MyTaHTHbIE JIMHUU UMETH (PEHOTHII, OTINYAOIIMIACS OT (PeHOTHIIA JTUHUU TUKOT'O
THIIA, NIPUYEM HAMMEHBIIME OTJIMYMS BbIKasbiBasia JiMHUS Vdacl, a HamOonbime — nuHUsS vdac?.
MHTEepecHO OTMETUTh, YTO YeM BaKHee Ul KJIETKU (DYHKIMs U30(OpMbl IOPUHA, TEM CHUJIbHEE
BeIpakeHa ctumyiisiius umropta JJHK B MUTOXOHIpHH, XapaKTEPH3YIOIIHECS €€ OTCYTCTBUEM. MBI
HpeJoiaraeM, YTo OTCYTCTBUE OHON 13 U30(hOpM MOPHHA MOKET KOMIIEHCHPOBATHCS MOBBIIICHUEM
AKCIIPECCHH APYTUX €ro H30()OpM, 4TO KOCBEHHO ITOATBEPKIACTCS TIOyIeHHBIM HAMH PE3yJIbTaTOoM,
MOKAa3bIBAIOLIUM TOBBIIICHUE YPOBHS TPAaHCKPHIIINK TeHa, koaupyromero uzopopmy VDAC3, B
muausix vdacl, vdac2 u vdac4. V3BecTHO, 4TO MOPUHBI UTPAIOT BakHYO poib B umiopte TPHK u
Pa3IUYHBIX META0OJIUTOB, MMOITOMY BO3pACTAHHE COAEPXMaHHS JAPYrHX H30(OpM MOpPHHA MOXKET
OOBSICHATHLCS MOBBIIIEHHON TTOTPEOHOCTHIO 00ECTIEYUTh MUTOXOHPHIO MOTHBIM Habopom TPHK.

Jlpyrasi Hamia rurnotesa, OOBSCHSIONAs CTUMYIUPYIOMMH 3P(EKT OTCYTCTBUS OJHOW M3
m3opopm VDAC na nmmopt JIHK, Geper 3a 0CHOBY 25eKTpodr3HoIornueckoe (yHKIMOHHUPOBAHUE
MHUTOXOHJIpHAIBHBIX NOpUHOB. Jleno B ToM, uTto mpoBogumocts VDAC cTporo 3aBUCHT OT
MEMOPaHHOTO TOTEHIMaNa, W (OPMUPYEMbIi UM KaHAJT MOXKET HAXOJHUTHCS B OTKPHITOM HIIH
3akpbiToM coctosHuM (Kusano et al., 2009), Tem caMbpIM peryiaupys IMOTOK MeTaOOJIHUTOB B
MHUTOXOHAPHIO. nekTpodusnonornueckre uccnenoBanus O0enkoB VDAC M3 pasHbIX BUAOB C
UCIIOIb30BaHUEM MCKYCCTBEHHBIX JIMMUIHBIX OMCIIOEB BBISBIIIM CIEIYIOIIYIO 3aKOHOMEPHOCTh: 3TH
0enkn 00pasyroT BEICOKOTIPOBO/ISIINE aHHOH-CEIEKTUBHBIE KaHAJIbI, KOTOPHIE OTKPBITHI ITPU HU3KUX
MeMOpaHHbIX MoTeHIManax. Beime onpeneneHHoro 3HadeHus (2030 MB), MonoXuTENbHOrO WM
OTPHIIATETEHOT0, MOTEHIMAIa MEMOpPaHbI, KaHAJIBI IMEIOT TeH ICHITHUIO TIEPEKITFOYaThCS B COCTOSHUS C
HU3KOH MTPOBOIMMOCTBIO, KOTOPBIE SBIISFOTCS KaTHOH-cenekTuBHBIMU (Benz, 1994; Colombini et al.,
1996).

B pabore Tateda et al. (2011) Ob1O MOKa3aHO, YTO BO BCEX MYTaHTHBIX JIMHUSAX VAAC 3HAUCHUS
MEMOPaHHOTO MOTEHIMAIa MUTOXOHIPUI OBLTH HIDKE, YeM Y JIMHUH TUKOTO THITA, IPHYEM OTCYTCTBUE
VDAC?2 nmn VDAC4 npuBoanu K 60ibIel morepe MeMOpaHHOTo MOTEHIIMaIa MUTOXOHAPUHN, YeM
orcyrctBue VDACI nimu VDAC3. D1 ganHble, BO3MOKHO, OOBSCHSIOT OKA3aHHBIN B paMKax Halllen
pabotel 3 dext yernenus ummnopra JJHK B Mutoxonapun, B MeMOpaHe KOTOPBIX OTCYTCTBYET O/IHA
u3 u3opopm VDAC: kak ObUTO OTMEUEHO BBIIIIE, CHIDKCHIE MEMOPAHHOTO TIOTEHIINAIa MUTOXOHJIPHIA
IPUBOJUT K OTKPBITUIO MOPBI, (OPMUPYEMOW IMpPU y4aCTUH TOPHHA, U OCYIIECTBICHUIO aHUOH-
tparcnoptaor pyakimm VDAC. OnHako, 3To He 00BSICHSIIO OBl OTCYTCTBHE 3((EeKTa CTUMYIISIIAN
nmnopta JIHK B Mutoxonapumn myrantHo# muanm Vdac3. Kak okazanock, Bce KaHabL, (POPMUPYEMBbIE
nzopopmamu VDAC, 0o06namaroT pasHbIMH TPOBOJSIIMMH CBOMCTBAMH, YTO OBUIO TMOKa3aHO Ha
MHTOXOHJIPHSIX JKMBOTHBIX 1 poxokedt (Xu et al., 1999). Ilpu srom, VDACI u VDAC?2 obnanator
BBICOKOM IPOBOJMMOCTBIO M CIIOCOOHOCTBIO OTKpPbIBaTh KaHaJd IPHU BBICOKOM MEMOPAHHOM
noteHmnuane, B To Bpems kak y VDAC3, nanportus, 31 xapakrepuctuku Huskue (Colombini et al.,
1996). Ucxoms u3 3TOT0, MOKHO TIPEATIONIOKUTH, YTO B epByto odepens nMeHHo VDAC3 otBevaeT 3a
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OTKPBITHE TIOPHI ITPH CHXKEHUH MEMOPAHHOTO TIOTEHIIMANIa B MyTaHTHBIX JinHUIX n3ohopm VDAC. C
y4eTOM NOJTy4eHHBIX HAMHU IAHHBIX O MOBbIIIeHHOH dkcnpeccut VDAC3 B MyTaHTHBIX JTHISIX Vdacl,
vdac2 u vdac4, mbl mpennonaraeM, 4to 3hdext akruaimu umiopta JJHK cBs3aH ¢ OTKPBITHIM
cocrosiHreM yBenmueHHoro kommuectBa VDAC3 Bo BHemIHel MHUTOXOHIpUAIbHOW MeMOpaHe,
BBI3BAHHBIM CHIDKEHHEM MEMOpPaHHOrO MOTEHIMada MUTOXOHApui B 3Tux junusax (Tateda et al.,
2011).

[Ipy wW3yyeHUH BO3MOXKHOTO BIHUSHHS CTPYKTYPHO-(DYHKIIMOHAIBHBIX OCOOEHHOCTEH
MHTOXOHJIPUAIBHBIX CYONOMYJISIMN pa3IMIHbIX pacTUTENbHBIX 00bekToB (A. thaliana, B. rapa, Z.
mays) Ha nponecc ummnopra JJHK, HamMmu npogeMoHCTpHpoBaHO, YTO Ta CyOHOMYJSLUs, KOTOpas
00pa3oBbIBaJIa B TPAJUEHTE IUIOTHOCTH OTACIBbHBIA OaHJ, CTAOWILHO JIOKATU3YIOIIMKCS BBIIIC
OCHOBHOT'O CJIOSl MUTOXOH/IPHIA, 00J1a/1aj1a MOBBIIIEHHOM CIOCOOHOCTHIO K MOITIOMIEHHIO SK30T€HHON
JHK. DOra cyOmomynsims XapakTepU30BAIACh W3MEHEHHOM WM TUIOXO Pa3BUTOM CHCTEMOM
BHYTPEHHUX MEMOpPaH U HEKOTOPHIM CHUKEHHEM BETUYHUHBI JIbIXaTeNIbHOTO0 KOHTPOJIL. MBI rojiaraem,
YTO 3Ta CyONOMYJISALMSI COAEPKUT MEHEE 3pEJIble MUTOXOH/IPUH, IOBBILIEHHAs! CIIOCOOHOCTh KOTOPBIX
k nvnopty [IHK cBsizana, ckopee Bcero, co CTPYKTYpHBIMH OCOOEHHOCTSMH MEMOpaHbI 3THUX
OpraHe’ul.

BaxxupiM pe3ynpTaToM Hamield paboThl cTana pa3paboTka HOBOTO MOAXOMA VIS M3y4eHHs
umnopta JIHK B cructeme in ViVO, ¢ aKTHBHBIM IIPUBJICYEHHEM KOTOPOTO MPOBOANIIACEH OOJIbIIIAsK YACTh
HAIUX MCCIIEJOBAHMIA ITPY UCTIONB30BaHUH PACTEHUI apadbuoricrca. B pe3ynbrare ycTaHOBIICHO, UTO
dparmentsl [IHK pazmepom 270-2700 11.H., TpaHCHHUIMPOBAHHBIE B MPOTOILIACTHI, UMIIOPTUPYIOTCS
U3 LUTOIUIA3MBl B MUTOXOHJIPUM C JOCTAaTOYHO BBICOKOM MHTEHCHBHOCTHIO. [lomMmMoO m3ydeHus
Mexanu3moB riepenoca JIHK in Vivo, maHHBIH MOIX01 MOXKET OBbITh HMCIIONB30BAH TPHU pa3paboTke
CHCTEMBI TpaHC(hOpPMAIM MHUTOXOHIPHAIBHOrO TeHoMa pacteHuil. [lomoOHas cucTemMa MOXKer
BKJIFOYaTh TPAHC(EKUHUIO MPOTOIUIACTOB KOHCTPYKIMSIMU, COJEPXAIIMMHU TOCIIEI0BATEILHOCTH,
obecrieunBaronye BerpanBanue B Mr-reHoMm (Mileshina et al., 2011) u TpaHCKPHUIIIIMIO ETEBBIX
nocnenoBarensHocTeil (Koulintchenko et al., 2003), perenepariuto KJI€TOYHON CTEHKH, CEIEKTUBHBIN
0TOOp TpaHCHOPMHUPOBAHHBIX KJIETOK U MTOYYCHUE U3 HUX IIEITBIX PACTCHUIA.

BbIBO/IbI
Ha ocHOBaHMM pe3ynbTaTOB NPOBEICHHBIX UCCIIEJOBAHUM CIETIaHbl CIIEAYIOLINE BBIBOIbI:

1. Tloka3zaHo, 4TO TpH TpaHC(OpPMAIMK POTOILIACTOB apaduaoricuca B cucteme in vivo, JITHK
aKTUBHO TOCTYNAeT M3 LUTOIUIA3Mbl B MHUTOXOHIpPHU. 3akoHOMepHocTH ummopra JIHK,
MOKa3aHHBIC B MCCIICIOBAHKSAX B CHCTEME M30JMPOBAHHBIX MHUTOXOHIPHH, COXPAHSIOTCS IN
vivo.

2. BebBieHa CTymeHuaras 3aBHCHMOCTh HMHTEHCUBHOCTH TIOTJIOIICHHUS MHTOXOHIPUSMA
(bparMeHTOB CpefHel AMHHBI (2,7 T.M.H.), HO HE MaJiol UTMHBI (269 M.H.) OT KOHIIEHTPALUH
JIHK. ITomy4eHHBII pe3yapTaT CBHAETENBCTBYET O MHOYKECTBEHHBIX MEXaHU3MAX TPAHCIIOPTA
JIHK B MUTOXOH/pHH, 3aBUCHUMBIX OT JUTHHBI TPAHCIIOPTHPYEMBIX MOJIEKYII.

3. C ucronp30BaHAEM HHCEPIMOHHBIX MYTaHTOB apaOHIOINCHCa, Y KOTOPHIX WHAKTHBUPOBaHA
071Ha U3 N30(hopM MUTOXOH IPHUATIEHOTO TIOPUHA, ToKazaHo, uto orcyrctBiue VDACL, VDAC2
mwm VDAC4 npuBomUT K CYIIECTBEHHOM CTHUMYJSiuu mporecca mmmopra JIHK B
mutoxoHapun. OtcyrerBre n3odopmbl VDAC3 BIusiHUS HA MUTOXOHAPUATIBHBIA UMIIOPT
JIHK ne okasbiBaer. Ilpm 3TOM, 3aBUCHMOCTH aKTUBHOCTH UMIIOPTA B MUTOXOHIPUM JIMHUM,
MYTaHTHBIX 10 JIFOOOM U3 4YeThlpeX HM30(opM, OT JIMHBI UMIIOPTUPYEMOW MOJEKYJbl HE
BbIsIBIICHO. [T0Ka3aHo, 4TO OTCYTCTBUE OIHOM U3 M30(OpM B MyTaHTHBIX JinHKsX vdacl, vdac2
wmn vdac4d mpuBomut K ycuneHuto dkcnpeccud VDAC3. Ha ocHOBaHMM MOMTy4eHHBIX
pe3yabTaToB, MBI IpeamnonaraeM, uto ummopt JJHK B pactutensHbie MUTOXOHIPUH 3aBUCHT
KaK OT CBOWCTB NPOBOJAMMOCTH MHTOXOHJAPHUAIBHOW MeMOpaHbl, TaK M OT CTPYKTYPHBIX
MIEPECTPOEK, Mo-pazHoMy odecrieurBaeMbix m3ohopmamu VDAC.

4. C uCcnonb30BaHUEM HHCEPIMOHHBIX MYTAHTOB apaOUIOICHCca TOKa3aHO, YTO OTCYTCTBHUE
0€JIKOB, MPEANOJIOKHUTEIBHO YYaCTBYIOIIUX B TPAHCIOPTE META0OJIMTOB B MMTOXOHIPHU
(OM47), B popMHpOBaHHH KOHTAKTHBIX CAlTOB C MUTOXOHIpHaIbHON MeMOpanoii (MIC60),
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B miporieccax jaenenust mutoxoHapuit (DRP3A nmm DRP3B), He BIUSIOT Ha mpoliece uMIopTra
JIHK B pacturenbHbie MUTOXOHApUU. MeMOpanHsii 6enok TSPO MoxeT ObITh 4acTbO OJTHOTO
U3 MEXaHM3MOB MMIIOpTa (PparMeHToB CpeHEl JUIMHBI B MUTOXOHIPUM apalOuJIoIcuca B
yCIOBUSIX NOBbIIIEHHBIX KoHLeHTpauuii JIHK B cpene nnkybaumu.

. MuTOXOHIpUM, BBIIEIAEMbIE M3 PA3IMYHBIX PACTUTEIBHBIX OPraHU3MOB, MPEICTABILIIOT
co00M reTeporeHHYI0 MOMYIISIMIO, COICPIKAIILYIO, TIO BCEH BUAMMOCTH, OPTaHEIUIbI HA Pa3HBIX
CTaIUsX CO3peBaHMsA. MeHee 3peible MUTOXOHIpUM 00NafaroT 0osiee  BBIPAKEHHOU
criocobHocThI0 K nMnopty JIHK. 3Ta criocoGHOCTE cBsi3aHa, CKopee BCETo, CO CTPYKTYPHBIMU
0COOEHHOCTSIMU MUTOXOHPUATBHON MEMOPAHBI.
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